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Summary 

 

In the North Sea, the offshore wind farm (OWF) industry is rapidly developing, with 

new wind farms being under construction, licenced or planned. These installations 

induce changes to the marine environment, by adding artificial hard substrates into 

soft-bottom areas. Multiple vertebrate and invertebrate species are attracted to 

these structures altering the biodiversity, arising concerns about the impacts of 

OWFs on the environment, including effects on ecosystem functioning.  

In this PhD thesis, the effects of offshore wind turbines on the local food web 

properties were investigated at two levels: (a) detailed food web structure on one 

gravity-based foundation (Chapters 2 and 3), and (b) local (Belgian part of the North 

Sea) effects on primary productivity and on fish (Chapter 4 and 5). Colonising 

assemblages along the entire depth gradient of a gravity-based foundation in the 

Belgian part of the North Sea (BPNS) and fish species in close proximity to the same 

turbine were sampled to get insights in the in situ food web structure. Laboratory 

experiments with fully colonised PVC panels obtained from a tripod inside an OWF 

in the BPNS allowed for detailed ex situ observation of the carbon assimilation by 

colonising species. 

In Chapters 2 and 3, the food web structure of the colonising assemblages along the 

depth gradient of the offshore wind turbine, its scour protection layer (SPL) and the 

surrounding soft substrate were investigated. The objective of Chapter 2 was to 

investigate whether structural differences in community composition would be 

reflected in the food web complexity and whether resource partitioning could 

contribute to the co-existence of such dense communities. This chapter, therefore, 

focused on the local food web properties between and within different communities 

along the depth gradient to investigate resource partitioning at both levels (i.e. 

community-specific study). The aim of Chapter 3 was to investigated whether trophic 

plasticity is one of the mechanisms contributing to the wide distribution and survival 

of invertebrate organisms occurring at different depths along the depth gradient of 

the gravity-based foundation (i.e. species-specific study). For the purposes of these 

two chapters, stable isotope analysis was performed on the organisms collected from 
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the turbine foundation. The results (Chapter 2) showed that structural community 

differences are reflected in the food web structure of communities occurring in 

different depth zones. Resource partitioning was detected both between and within 

the assemblages. The highest food web complexity was found at the SPL and the soft 

substrate, where a strong accumulation of organic matter is expected. This high food 

web complexity was further supported by the results of the species-specific study 

(Chapter 3), demonstrating that the organisms occurring in these two zones 

exploited a wider range of resources compared to the organisms found higher up at 

the turbine. Moreover, this study indicated that most of the investigated invertebrate 

species found at the offshore wind turbine are trophic generalists, with depth-

specific resource use strategies. This suggests that trophic plasticity contributes to 

the co-existence of invertebrate species within and across the depth zones. In these 

two chapters, the importance of the SPL and the soft substrate near the turbine 

foundation is highlighted, since in these zones high resource quantity is 

accumulated, supporting the presence of organisms of multiple trophic levels.  

In Chapter 4, the carbon assimilation by colonising assemblages that typically occur 

at offshore wind turbines in the North Sea was investigated. While the role of 

colonising species in reducing the primary producer standing stock has previously 

been modelled for the southern North Sea, real data to validate these models are 

still scarce. Therefore, an ex-situ pulse-chase experiment was conducted to track the 

processing of organic matter by colonising organisms on the wind turbine 

foundations. The results indicated that the blue mussel Mytilus edulis showed the 

highest biomass-specific carbon assimilation, while the local amphipod Jassa 

herdmani population as a whole assimilated the highest amount of carbon. This 

study showed that J. herdmani and M. edulis contributed the most to the local 

consumption of the primary producer standing stock, since their assimilation was ca. 

97 % of the total faunal carbon assimilation. The results of this experiment were 

upscaled to the total number of all the currently installed turbines (264 monopiles, 

48 jackets, and 6 gravity-based foundations) in the BPNS. The total amount of carbon 

assimilated by the total number of J. herdmani and M. edulis individuals on every 

type of foundation was calculated and compared with the total annual primary 

production in the BPNS. It was estimated that 1.3 % of the local annual primary 
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producer standing stock is grazed upon by M. edulis and J. herdmani. This value was 

compared with the amount of carbon that is not assimilated by the soft sediment 

macrofauna due to the loss of habitat by the installation of the different foundation 

types. The data suggest that the presence of offshore wind turbines and their 

subsequent colonisation by colonising fauna remarkably increases the carbon 

assimilation compared to the permeable sediment macrofauna inhabiting the same 

surface area (i.e. footprint of the turbines). As compared to the soft sediments, the 

presence of jacket foundations causes the highest and the gravity-based foundations 

the lowest increase in the local carbon assimilation. 

Chapter 5 aimed at understanding the feeding ecology of fish species that are 

attracted to artificial reefs, such as OWFs, in the BPNS. Two pelagic (Scomber 

scombrus and Trachurus trachurus), two benthopelagic (Gadus morhua and 

Trisopterus luscus) and one benthic (Myoxocephalus scorpioides) species abundantly 

present close to a gravity-based foundation were sampled. Stomach content and 

stable isotope analyses were performed to respectively investigate the short- and 

the long-term dietary composition of these fish species. Both short- and the long-

term analyses showed that the benthic and benthopelagic species (species highly 

associated with the SPLs) feed on the colonising species J. herdmani and Pisidia 

longicornis. These results imply that these species utilize artificial reefs, such as OWFs, 

as feeding grounds for a prolonged period. The short-term dietary analysis of 

Trachurus trachurus indicated a diet based on J. herdmani, but the long-term analysis 

suggested that this species feeds on zooplankton. Thus, this species feeds only 

occasionally on the colonising fauna, using the artificial reefs as oases of enhanced 

resources. Scomber scombrus in contrary does not utilize the artificial habitats of 

OWFs as feeding grounds at all, since both analyses indicated a diet based on 

zooplankton. The dietary results of this chapter on the benthic and benthopelagic 

species corroborate the hypothesis that their local production could potentially be 

increased. However, this study did not support such statement for the pelagic 

species. 

In conclusion, OWFs do influence the local food web properties, with the occurrence 

of colonising organisms slightly lowering the water column primary producer 

standing stock, but also being an important resource for organisms of higher trophic 
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levels. Altogether, the major role of suspension feeding organisms with key roles M. 

edulis and J. herdmani was highlighted in this thesis. These organisms were 

responsible for the reduction of the local annual primary producer standing stock 

and they increased the local food web complexity, mainly through their 

biodeposition process. Furthermore, the importance of SPLs as newly introduced 

habitats was highlighted throughout this thesis: (a) a high food web complexity was 

found in this area; (b) their invertebrate species exploit a wide range of resources; 

and (c) fish species associated with SPLs remain in the area to feed for a prolonged 

period. Moreover, an over-representation of trophic generalists and an under-

representation of trophic specialists were observed, suggesting that more generalist 

organisms will occur in the North Sea in the future due to the development of more 

OWFs. Finally, it was shown that the introduction of jacket foundations causes the 

highest increase in carbon assimilation compared to the other types of foundations, 

reducing significantly the carbon content of the water column. From the above, it is 

implied that foundations with SPLs, such as gravity-based and monopile foundations, 

are possibly more beneficial for the local food webs, but further investigation is 

necessary to completely understand the effects of OWFs on the marine food webs. 



 

Samenvatting 

 

Offshore windmolenparken (OWPs) vormen een succesvolle bron van hernieuwbare 

energie en als gevolg daarvan groeit de ontwikkeling van OWPs wereldwijd snel. Ook 

in de Noordzee worden OWP projecten continu vergund en gebouwd. Deze 

installaties zorgen voor een verandering in het natuurlijke mariene milieu o.a. door 

de introductie van kunstmatig hard substraat in een omgeving die van nature veelal 

enkel uit zacht substraat bestaat. De constructies trekken een verscheidenheid aan 

gewervelde en ongewervelde soorten aan waardoor de biodiversiteit in het gebied 

verandert. Dit roept vragen op over de impact van OWPs op hun omgeving, 

waaronder vragen naar de effecten op het fuctioneren van het mariene ecosysteem.  

In deze doctoraatsverhandeling worden de resultaten gepresenteerd van een 

onderzoek naar de effecten van offshore windturbines op de karakteristieken van het 

voedselweb in de OWPs. Daartoe werden de aangroeigemeenschappen over de 

gehele dieptegradiënt van een gravitaire turbine in het Belgische deel van de 

Noordzee (BdNZ) bemonsterd. Daarnaast werden ook de verschillende vissoorten 

die zich ophouden in de nabijheid van de betreffende turbine verzameld om de in 

situ karakteristieken van het voedselweb in beeld te brengen. Via experimenten met 

gekoloniseerde PVC plaatjes, afkomstig van een tripode uit het windmolengebied, 

werden gedetailleerde ex situ observaties gedaan met betrekking tot het voedselweb 

en de koolstofassimilatie door de aangroeiende organismen.  

In de Hoofdstukken 2 en 3 onderzochten we de karakteristieken van het voedselweb 

van de aangroeigemeenschappen langsheen de diepte gradiënt van de offshore 

windturbine, de erosiebeschermingslaag (EBL) en het omringende zachte substraat 

van de zeebodem. De focus lag hier op het onderzoeken van mogelijke ‘resource 

partitioning’ tussen en binnen de verschillende dieptezones (i.e. 

gemeenschapsniveau). Voor de ongewervelde soorten die in verschillende diepte 

zones voorkomen, werd ook het voedingsgedrag onderzocht om na te gaan of 

trofische plasticiteit een mechanisme is dat kan bijdragen aan hun wijde verspreiding 

en overleving in een competitieve omgeving (i.e. soort-specifiek onderzoek). Dit 

onderzoek werd uitgevoerd via stabiele isotoop analyses (SIA) van de organismen 
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die werden bemonsterd op en nabij de turbine. De resultaten hiervan duiden op een 

verschil in voeselwebstructuur tussen gemeenschappen die verzameld werden op 

verschillende dieptes langsheen de turbine. ‘Resource partitioning’ werd duidelijk, 

zowel tussen als binnen de verschillende dieptezones. De meest complexe structuur 

werd gevonden op de EBL en het omringende zachte substraat, waar een sterke 

accumulatie van organisch materiaal wordt verwacht. Deze bevindingen werden 

verder ondersteund door de resultaten van het soort-specifieke onderzoek dat 

aantoont dat de organismen die in deze zones voorkomen een grotere diversiteit 

aan voedingsbronnen gebruiken dan de organismen die hoger op de turbine worden 

aangetroffen. Daarnaast blijkt uit onze resultaten ook dat de meerderheid van de 

ongewervelde soorten die op de turbine gevonden worden zich gedragen als 

trofische generalisten, waarbij hun voedselkeuze afhankelijk is van de diepte. Dit 

suggereert dat trofische plasticiteit bijdraagt aan het samen voorkomen van 

ongewervelde soorten binnen en tussen de diepte zones. Deze twee hoofdstukken 

belichten dat de EBL en het omringende zachte substraat belangrijk zijn voor 

organismen van meerdere trofische niveaus wat kan worden verklaard door de 

accumulatie van veel organisch materiaal in deze zones.  

In Hoofstuk 4 onderzochten we de koolstofassimilatie door de 

aangroeigemeenschappen op de turbine. Hoewel het effect van deze 

gemeenschappen op de hoeveelheid primaire producenten al eerder werd 

gemodelleerd, ontbreekt het nog aan gemeten data om deze modellen te valideren. 

Wij hebben een “pulse-chase” experiment uigevoerd om te kunnen volgen in welke 

mate organische materie wordt verwerkt door de aangroeigemeenschappen. De 

resultaten tonen aan dat de hoogste biomassa-specifieke koolstof assimilatie wordt 

gerealiseeerd door de blauwe mossel Mytilus edulis. Op gemeenschapsniveau wordt 

de grootste hoeveelheid koolstof geassimileerd door de vlokreeft Jassa herdmani. 

Het onderzoek toont aan dat J. herdmani en M. edulis de voornaamste bijdrage 

leveren aan de totale consumptie van de voedselvoorraad: 97% van de totale 

koolstofopname verloopt via deze twee soorten. De resultaten van dit experiment 

werden vervolgens geëxtrapoleerd naar het huidige totale aantal geïnstalleerde 

windturbines  in het BdNZ (264 monopiles, 48 jackets en 6 gravitaire funderingen). 

We berekenden de hoeveelheid koolstofopname door het totale aantal J. herdmani 
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en M. edulis individuen voor elk type fundering en vergeleken dit met de totale 

jaarlijkse primaire productie in dit gebied. Onze resultaten tonen aan dat in de 

huidige situatie, 1.3% van de jaarlijkse voedselvoorraad wordt aangesproken door M. 

edulis en J. herdmani. We vergeleken deze waarde met de hoeveelheid koolstof die 

niet langer wordt geassimileerd door verlies van de macrofauna in de zachte 

substraten als gevolg van het habitatverlies door de constructie van de funderingen. 

De data suggereert dat de aanwezigheid van de offshore windturbines en de 

bijbehorende kolonisatie door aangroeigemeenschappen zorgt voor een 

opmerkelijke toename in koolstofassimilatie in vergelijking met de natuurlijke 

macrofauna in het permeabele sediment van een zelfde oppervlakte (i.e. de 

voetafdruk van de turbine). Vergeleken met het natuurlijke zachte sediment 

veroorzaakt de aanwezigheid van jacket funderingen de grootste toename, en die 

van gravitaire funderingen de kleinste toename in de lokale koolstofassimilatie.  

In Hoofdstuk 5 ligt de focus op de vissoorten die worden aangetrokken door OWPs. 

We verzamelden exemplaren van twee pelagische soorten (Scomber scombrus en 

Trachurus trachurus), twee benthopelagische soorten (Gadus morhua en Trisopterus 

luscus) en een benthische soort (Myoxocephalus scorpioides), die abundant aanwezig 

zijn in de nabijheid van de funderingen. Maaganalyse en stabiele isotoop analyse 

werden uitgevoerd om respectievelijk de korte en lange termijn dieetsamenstelling 

van deze soorten in kaart te brengen. Beide analysetechnieken laten zien dat de 

benthische en benthopelagische soorten (voornamelijk voorkomend in de EBLs) zich 

voeden met de aangroeisoorten J. herdmani en Pisidia longicornis, beide energierijke 

en vetzuurrijke voedingsbronnen. Deze resultaten suggereren dat deze soorten de 

OWPs benutten als foerageergebied voor langere periodes. De analyse van het dieet 

van T. trachurus op korte termijn liet voornamelijk J. herdmani als voedsel-item zien, 

waar de langetermijn analyse aantoont dat deze soort zich voornamelijk voedt met 

zooplankton. Dit wijst erop dat T. trachurus zich eerder sporadisch voedt met de 

aangroeifauna en de OWPs tijdelijk als oase van energierijke voedingsbronnen 

benut. Scomber scombrus blijkt de de OWPs niet als foerageergebied te benutten; 

beide analysestrategieën wijzen op een dieet gebaseerd op zooplankton. De 

resultaten van de dieetanalyses voor de benthische en benthopelagische soorten 

bevestigen dat deze soorten rijkelijk gebruik maken van de aanwezige 
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voedselbronnen en dus de hypothese dat hun productie lokaal zou kunnen 

toenemen. Voor de pelagische soorten kunnen de resultaten van dit onderzoek deze 

stelling niet bevestigen.  

Concluderend kan gesteld worden dat de aanwezigheid van OWPs wel degelijk een 

invloed op de karakteristieken van het lokale voedselweb heeft, waarbij de 

aangroeiende fauna er enerzijds voor zorgt dat de voedselvoorraad in de 

waterkolom enigszins wordt verlaagd, maar waar deze organismen zelf ook een 

belangrijke voedselbron vormen voor organismen van een hoger trofisch niveau. 

Samengevat, deze doctoraatsverhandeling belicht de hoofdrol van de 

suspensievoeders M. edulis en J. herdmani. Deze organismen zijn verantwoordelijk 

voor een reductie in de hoeveelheid primaire producenten en verhogen daarnaast 

de complexiteit van het lokale voedselweb, voornamelijk door 

biodepositieprocessen. Daarnaast toont deze studie het belang aan van de EBLs als 

nieuw geïntroduceerd habitat: (a) de complexiteit van het voedselweb is hier 

verhoogd; (b) de ongewervelde soorten die hier voorkomen benutten zeer 

gevarieerde voedingsbronnen; en (c) sommige vissoorten die in de nabijheid van de 

EBL leven blijven hier voor langere tijd om te voeden. Ook werd er een 

oververtegenwoordiging van trofische generalisten en een 

ondervertegenwoordiging van trofische specialisten waargenomen. Dit suggereert 

dat verdere ontwikkeling van OWPs ervoor zal zorgen dat er in de toekomst meer 

generalisten in de Noordzee zullen voorkomen. Ten slotte werd aangetoond dat de 

aanleg van jacket funderingen leidt tot de grootste toename van koolstofassimilatie 

in vergelijking met andere funderingstypes, wat eventueel kan leiden tot een 

betekenisvolle afname van de hoeveelheid koolstof in de waterkolom. Uit 

bovenstaande kan worden afgeleid dat funderingstypes die worden aangelegd met 

een EBL, zoals gravitaire of monopile funderingen, mogelijk voordeliger zijn voor het 

lokale voedselweb. Echter, verder onderzoek is nodig om de effecten van OWPs op 

de structuur van mariene voedselwebben volledig te begrijpen. 
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Chapter 1 

General Introduction 

1.1 Combating climate change with renewable energy 

1.1.1 Climate change causes and predictions 

Climate change is among the most severe threats that the planet is facing today. It 

is defined as the changes in climate caused by direct or indirect human activities that 

change the global atmosphere and that are detected additionally to the natural 

climate variability that is observed over comparable time periods (UNFCCC, 1992). 

Another common definition introduces climate change as the changes observed in 

climate over time due to natural variability and human activity and can be identified 

by changes in the mean and/or the variability of its properties (IPCC, 2007). Climate 

change is driven mainly by the increased anthropogenic greenhouse gas emissions, 

which are accumulated in the atmosphere since the pre-industrial era (IPCC, 2007, 

2014; Cook et al., 2016). The main greenhouse gas emitted by human activity is 

carbon dioxide (CO2) with concentrations that have been increased by more than a 

third since the beginning of the industrial revolution (Hartmann et al., 2013; IPCC, 

2014, 2018). Global emission of CO2 is continually increasing and was measured at 

34 billion tonnes in 2017 (Malhotra, 2020). Temperature records over the last 1000 

years indicate that the rate of increase from 1976 onwards has doubled compared 

to the period between 1910 and 1945 (Walther et al., 2002). Nowadays, the global 

average air temperature is approximately 1.0⁰C higher than during the pre-industrial 

era (with a range of 0.8 to 1.2⁰C – IPCC, 2014, 2018). 

The effects of climate change on the terrestrial and marine ecosystems are already 

prominent (Walther et al., 2002; Thomas et al., 2004). The main effects of climate 

change to the environment include the increasing frequency of extreme weather 

phenomena, such as storms and heat waves, ocean warming, ocean acidification 

(decreasing ocean pH), and sea level rise (ICPP, 2007; Wernberg et al., 2014). 

Moreover, climate change has an impact on the species distributions and phenology 

of organisms (Walther et al., 2002; Parmesan and Yohe, 2003; Ohlberger, 2013). 

Distribution shifts have been registered for both marine (Poulard and Blanchard, 

2005; Beaugrand et al., 2008; Birchenough et al., 2015) and terrestrial species 

(Walther et al., 2002; Rouget et al., 2003). Climate change can also affect the growth 
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rate and development of species by impacting their metabolism and resource 

acquisition (Ohlberger, 2013), alter the abundance of different marine species 

(Beaugrand et al., 2008), change the life cycle events of species that depend on 

temperature fluctuations (Birchenough et al., 2015), but also cause thermal stress on 

reefs with dramatic effects that lead to total loss of corals (Walther et al., 2002). 

Finally, it can enhance the extinction rate of all species (globally) up to 58 % (for 

species with poor dispersal capability and for the scenario of maximum expected 

climate change - Thomas et al., 2004). 

To moderate the consequences of climate change, there has been an international 

agreement for the reduction of global carbon emissions and the limitation of the 

temperature rise to 2⁰C in December 2015 at the Paris Climate Agreement of the 

United Nations Framework Convention on Climate Change. In 2018, the Paris Climate 

Agreement decided to limit global warming to 1.5⁰C. In order to maintain global 

warming to this level, the emission of greenhouse gases (including CO2 and nitrous 

oxide N2O) needs to be minimized (Allen et al., 2018). Different approaches for the 

reduction of the CO2 emission are considered and/or adopted by various countries, 

such as the increased usage of low carbon fuels, the improvement of energy 

efficiency, the application of geoengineering approaches, the capture and storage of 

CO2 and not at least, the deployment of renewable energy installations (Leung et al., 

2014). 

 

1.1.2 Renewable energy resources 

Renewable energy is the energy source that is continuously provided by nature and 

does not require energy sources from fossil fuels, waste products from fossil fuels or 

waste from inorganic sources (Ellabban et al., 2014). Renewable energy resources 

(RERs) seem to be one of the most promising and effective solutions to reduce CO2 

emissions and moderate the environmental problems caused by climate change 

(Hepbasli, 2008). These resources are inexhaustible, offer many environmental 

benefits and they do not release any pollutants during operation (Demirbas, 2005; 

Hepbasli, 2008). Since the renewable sources vary geographically, their potential 

tends to be geographically diverse (Gross et al., 2003). The different renewable 
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energy technologies include the photovoltaic, wind turbines, concentrating solar 

power, batteries, wave energy devices, etc. (Blaabjerg and Ionel, 2015). The demand 

for renewable energy is globally increasing, in sync with the challenge to reduce 

carbon dioxide (CO2) emission and mitigate global warming (Bergström et al., 2014). 

In 2001, the European Commission requested that part of the electricity is produced 

by renewable energy sources. A few years later, the European Union set the target of 

20 % of energy consumption to be derived from renewable sources (European 

Commission, 2009). A variety of renewable energy developments has been 

implemented, such as wave energy converters (Veigas et al., 2014), solar panels 

(Dincer, 2000), hydropower (Demirbas, 2005), geothermal fields (Barbier, 2002), etc. 

In this thesis we will focus on the wind energy and, specifically, on offshore wind 

energy. 

Wind energy is a great success for renewable energy production (Gross et al., 2003) 

and has seen a rapid market growth since 1991. By 2001, the total installed capacity 

worldwide (both on- and offshore) had increased from 2 GW to more than 20 GW 

(Wind Power Monthly, 2001), while in Europe, this capacity is expected to reach 70 

GW by 2030 (WindEurope, 2018). In 2011, almost 4 % of Europe’s electricity demands 

were fulfilled by wind power, while this is expected to increase to 25 % by 2030 (Bilgili 

et al., 2011). The wind turbine technology is the most commonly used method for 

the transformation of the wind kinetic energy to electrical energy by rotating blades 

(Herbert et al., 2007). Onshore wind farms have been developed at a large scale 

(Gross et al., 2003), but they cause e.g. aesthetic concerns and rivalry with land users 

(Taylor, 2004). This, in combination with the better wind conditions and the 

availability of space in offshore areas, has led to the increasing development of 

offshore wind farms (Inger et al., 2009).  

 

1.2 Offshore wind farms 

The offshore wind farm (OWF) industry is rapidly developing in Europe (Fig. 1.1). 

Denmark was the first country in 1991 to build an OWF consisting of 11 turbines 

(EWEA, 2011) and some other northern European countries followed later, with The 

Netherlands building its first OWF in 2006 (Lindeboom et al., 2011), Belgium in 2008 
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(Brabant and Degraer, 2010) and Germany having its first operational wind farm in 

2010 (Kirchgeorg et al., 2018). By 2012, more than 1600 turbines allocated to 55 

offshore wind farms (OWFs) were established and operational (EWEA, 2013), while 

more OWFs are continuously being constructed, licensed and/or scheduled (Soma et 

al., 2019). In 2018, 15.8 GW of capacity corresponding to 4,149 offshore wind turbines 

were installed in Europe (Kirchgeorg et al., 2018; WindEurope, 2018). This number is 

expected to increase to 48 GW by 2030 with most of this capacity present in the 

North Sea (Fig. 1.2 - WindEurope, 2018). In the Belgian part of the North Sea, there 

are currently six operational offshore wind farms, consisting of 318 turbines, while by 

the end of 2020 there will be 399 turbines installed and operational (Rumes and 

Brabant, 2019). During the last revision of the marine spatial plan (MRP 2020-2026), 

the Belgian federal government reserved a surface area of 284 km2 located at 35-40 

km offshore for the construction of new offshore wind farms (Rumes and Brabant, 

2019). Since this zone is partly located in the Habitats Directive area “Vlaamse 

Banken”, research is needed to determine whether the establishment of the new 

OWFs is compatible with the natural values of this marine protected area (Rumes and 

Brabant, 2019). 

 
 

Figure 1.1: Annual installed capacity (left axis) and cumulative installed capacity (right axis) 

of offshore wind installations by country and year in Europe (source: WindEurope, 2020). 
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Even though the establishment of OWFs contributes to the mitigation of the effects 

of climate change, their introduction can induce changes in the marine environment 

(Gill, 2005; Lindeboom et al., 2011), both above and under the sea. However, the 

potential effects of OWFs will differ between the different phases of the progression 

of the foundations (under construction, operational, decommissioning), and are also 

location-specific (i.e. North Sea, Baltic Sea, etc.) and species-specific (depending on 

their likelihood of interacting with the different structures of the turbines - Bailey et 

al., 2014). Our understanding of the potential effects of these structures on the 

marine ecosystem is steadily improving as we are gathering empirical evidence from 

operational offshore wind farms (Lindeboom et al., 2011; Krone et al., 2013a; De 

Mesel et al., 2015) and also from decommissioning for both oil and gas platforms 

and offshore wind installations (Jøgersen, 2009, 2012). Defining the effects as 

positive/good/favourable or negative/bad/unfavourable is viewpoint dependent. 

Here, a selection of predominant direct pressures (in casu effects that are caused 

only by the presence of the foundations when they are in the operational phase) of 

OWFs on the marine environment of the North Sea are presented. These pressures 

were identified as the ones most frequently mentioned in literature and they are 

rated as favourable or unfavourable depending on the presumed effect on the local 

 
 

Figure 1.2: Map of the offshore wind farms (fully commissioned, under construction, in the 

pre-construction phase, authorised) and the zones reserved for the offshore wind farms to 

be constructed in the future in the southern part of the North Sea (source: 

https://www.4coffshore.com/offshorewind/). 
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abundance of marine organisms (favourable: increased local abundance, 

unfavourable: decreased local abundance). 

 

1.2.1 Overview of main pressures of OWFs 

Offshore wind foundations produce sound (both during the operational and mainly 

during the constructional phase), which is considered an unfavourable effect (Fig. 

1.3) influencing the marine life (Nedwell et al., 2004; Gill, 2005; Madsen et al., 2006; 

Petersen and Malm, 2006; Inger et al., 2009). Sound is transmitted through water 

affecting a variety of species (Petersen and Malm, 2006). Underwater sound affects 

mainly organisms sensitive to sounds (Inger et al., 2009), such as marine mammals 

that have very sensitive hearing (Mangi, 2013) and use sound for communication, 

echolocation, breeding and predation avoidance (Madsen et al., 2006). Fish and 

crustaceans are sensitive to sound as well, and they may avoid the OWF areas during 

the construction period (Popper et al., 2001; Petersen and Malm, 2006; Inger et al., 

2009). The knowledge on the impact of sound on the macrofaunal organisms is 

generally poor, since the sensitivity of these organisms to sound, needs to be further 

examined (Roberts and Elliott, 2017). However, recent studies have shown that sound 

might influence the behaviour of some species, such as the bioirrigation of the 

species Nephrops norvegicus (Solan et al., 2016).  

In order to transfer power among devices, to transformers and to the mainland, 

submarine cables are used (Inger et al., 2009). During operation, electromagnetic 

fields are created due to the transportation of the electricity through those cables 

(Gill, 2005; Bailey et al., 2014). The possibility that electromagnetic fields might cause 

unfavourable effects has been rated low (Gill et al., 2012; Bergström et al., 2014). 

However, they can affect the movements, navigation and predation capabilities of 

species that use electromagnetic signals for these purposes, such as electrosensitive 

fish (particularly elasmobranches and teleosts), large decapods (e.g. Cancer pagurus 

- Scott et al., 2018) and marine mammals (Gill, 2005; Inger et al., 2009; Gill et al., 2012; 

Bailey et al., 2014). The impacts of electromagnetic fields could be reduced by using 

improved cable armours and a subsequent cable burial (Petersen and Malm, 2006).  
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The installation of OWFs may have some favourable effects onto the local abundance 

of marine organisms as well (Fig. 1.3). The deployment of turbines and scour 

protection layers results in habitat creation (Wilson and Elliott, 2009). The added hard 

substrates increase the habitat availability for many species (Andersson and Öhman, 

2010; Langhamer, 2012). The addition of the scour protection layers surrounding the 

base of monopiles and gravity-based foundations can further change the natural 

habitat (Wilson and Elliott, 2009; Langhamer, 2012). This habitat creation (Fig. 1.4) 

increases the heterogeneity of the marine environment (Petersen and Malm, 2006; 

Langhamer, 2012). Finally, the new habitat might lead to increased production in the 

area, since newly established substrates are linked with increased settling, foraging 

and protection against predators (Bohnsack, 1989). 

Fisheries activities may be restricted in the OWF area as a consequence of excluding 

shipping for safety reasons (Bergström et al., 2014). Fisheries exclusion could lead to 

an increase in the species abundances and growth by reducing mortality rates of 

 
 

Figure 1.3: Overview of the pressures (unfavourable: left and favourable: right) of the 

offshore wind foundations during the operational phase on the marine organisms 

(source: Bergstrӧm et al., 2014). 
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target species (Leonhard et al., 2011; Lindeboom et al., 2011) that could potentially 

contribute to a spill-over effect (Brabant et al., 2013). Hence, OWFs might have the 

potential to act as refugia for many species (Wilson and Elliott, 2009). The crevices of 

the scour protection layer can provide protection against predators and currents for 

several fish species (Bohnsack, 1989; Reubens et al., 2011). The introduced habitats 

in combination with the fisheries exclusion and the enhanced protection against 

predation can increase the species abundances on and around the OWFs, a 

phenomenon known as artificial reef effect.  

 

1.2.2 Artificial reef  

Seven different types of OWF foundations (5 fixed – Fig. 1.5, and 2 floating – Fig. 1.6) 

have been introduced in the North Sea: monopile, gravity-based, jacket, tripod, tripile 

 
 

Figure 1.4: Rock from a scour protection layer in the Dutch part of the North Sea increasing 

the available habitat for sessile organisms (source: Coolen, 2017). 
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floating spar buoy and floating barge foundations (WindEurope, 2018). The 

monopiles are the most common foundations, representing 87% of the installed 

foundations in the North Sea and counting 3,720 turbines in 2017 (WindEurope, 

2018). Jacket foundations (315 turbines and 9% of the total installed foundations) 

are the second most common foundations, followed by the gravity-based (283 

turbines, 7.6% of the total installed foundations), the tripods (132 foundations), the 

tripiles (80 foundations) and finally the floating spar buoy (6 foundations) and the 

floating barge (only 1 foundation) (WindEurope, 2018).  

The main underwater modification caused by the establishment of OWFs is the 

creation of an artificial reef (Petersen and Malm, 2006; Langhamer, 2012). The term 

‘artificial reef’ refers to all kinds of submerged man-made structures placed either 

deliberately (to influence physical, biological or socioeconomic processes and 

regulate climate change, i.e. oil and gas platforms, OWFs), or accidentally (i.e. 

 
Figure 1.5: The five different types of fixed offshore wind foundations. From left to right: 

monopile, tripod, jacket, tripile and gravity-based foundation (modified by source: Fischer, 

2011). 
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shipwrecks) on the seafloor and function as habitats for marine biota (Jensen et al., 

2000; Svane and Petersen, 2001). The combined effect of all these man-made 

structures is known as artificial reef effect (Dannheim et al., 2020). These artificial 

constructions provide new habitat for colonising sessile, or  ‘fouling’, species (Svane 

and Petersen, 2001; Brown, 2005) and associated mobile fauna, such as crustaceans, 

molluscs and fish (Chapman, 2006; Page et al., 2006). Artificial reefs generally hold 

higher densities and biomass of fish and colonising fauna compared to the 

surrounding soft-bottom areas (Bohnsack and Sutherland, 1985; Bohnsack, 1989; 

Relini et al., 1998). The effects of artificial reefs on the recruitment rates differ per 

species because of differences in limitation by refuge, food sources, territory and/or 

behavioural requirements (Inger et al., 2009). Artificial reefs that enhance growth, 

reproduction and survival rates can play an important role on population structure 

and dynamics (Gibson, 1994; Lowry et al., 2013). 

The colonisation of artificial reefs by epibenthic organisms occurs via settlement of 

pelagic larvae, but also juvenile and adult individuals, which accounts for more than 

90 % of the initial colonists attaching at the artificial reef (Osman, 1977). Water depth 

 
Figure 1.6: The two different types of floating offshore wind foundations: barge and spar 

buoy (modified by source: Quest Floating Wind Energy – questfwe.com). 
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can have an effect on the composition of colonising assemblages (Perkol-Finkel et 

al., 2008), since abiotic factors, such as light and temperature, could lead to a 

decrease of the species diversity and biomass at lower depths (Relini et al., 1994; 

Ardizzone et al., 1996). Over time, the organisation and complexity of the 

assemblages increase (Sammarco et al., 2004), together with the biomass (Relini and 

Relini, 1997) and the biodiversity (Ardizzone et al., 1996). It is only after approximately 

5 years that stable assemblages are established (Jensen et al., 2000), with only a few 

species dominating the artificial hard substrates (Kerckhof et al., 2019). 

Most of the knowledge we have obtained about vertically elongated artificial reefs 

in the North Sea derives from research on oil and gas platforms, while research on 

the artificial reef effect by offshore wind foundations is increasing the last two 

decades. The installation of oil and gas platforms in the North Sea initiated ca. 60 

years ago (Olsgard and Gray, 1995) and since then, extensive research on their effects 

on the marine environment has been conducted (Olsgard and Gray, 1995; Guerin et 

al., 2007; Guerin, 2009; van der Stap et al., 2016; Almeida and Coolen, 2020). Indeed, 

a plethora of information about the zonation patterns along the depth gradient of 

colonising organisms (van Buuren, 1984; van der Stap et al., 2016) and fish attraction 

towards the oil and gas platforms (Soldal et al., 2002; Wright et al., 2020) exists. 

Knowledge of the effects of such installations on marine life is of great significance 

for understanding the influence of the presence of the offshore wind foundations 

(van der Stap et al., 2016). This is due to the structural similarities between oil and 

gas platforms and some offshore wind foundations, that stretch along the entire 

depth gradient. OWFs and oil and gas platforms are the only artificial reefs that create 

this link between the seabed and the sea-surface. 

 

1.2.3 Zonation patterns along the depth gradient 

As with natural habitats, distinct zonation patterns of highly abundant species 

(animal and algae) colonise the offshore wind turbines in the North Sea, rising from 

the sea-bottom up to the sea-surface (Petersen and Malm, 2006). The typical vertical 

zonation pattern that has been found at the offshore wind turbines in the North Sea 

(Fig. 1.7) consists of the intertidal zone, the Mytilus edulis zone (from now on 
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mentioned as Mytilus zone), the Jassa herdmani zone (from now on mentioned as 

Jassa zone) and the Metridium senile zone (from now on mentioned as Metridium 

zone) (Whomersley and Picken, 2003; Lindeboom et al., 2011; Krone et al., 2013a; De 

Mesel et al., 2015). The zonation pattern is not clearly defined, i.e. individuals of M. 

edulis can be found in lower depths and individuals of J. herdmani can occur at 

different zones; however, the abundance of the dominant species is higher in their 

zones of dominance compared to other zones. 

The offshore intertidal zone does not naturally occur in the southern North Sea (De 

Mesel et al., 2015). This zone is mainly structured by tides and wave action. It 

comprises typical intertidal species (De Mesel et al., 2015; Liversage, 2017), such as 

the decapod Carcinus maenas (Langhamer et al., 2016) and the macroalge Ulva spp. 

(Bouma and Lengkeek, 2008). In the Belgian part of the North Sea, this zone mainly 

comprises both indigenous species, such as the barnacle Semibalanus balanoides, 

and non-indigenous species, such as the barnacle Balanus perforatus, the limpet 

Crepidula fornicata and the midge Telmatogeton japonicus (De Mesel et al., 2015).  

 
Figure 1.7: Zonation pattern as it is formed by the macrofauna species and the structure of 

the turbine along the depth gradient of a gravity-based foundation (modified by the source: 

De Mesel et al., 2013). 
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The blue mussel Mytilus edulis dominates the shallow subtidal zone. Offshore wind 

turbines are heavily colonised by this species after only a few years (Krone et al., 

2013a). Mytilus edulis individuals form a dense belt in the Mytilus zone. Parts of this 

belt might fall off under its own weight (Leewis et al., 2000). The large densities of 

this species at the thousands of offshore wind turbines that are already established 

and planned to be constructed in the future, will lead to the “Mytilusation” of the 

offshore regions within the North Sea (Krone et al., 2013a). Mytilusation will most 

probably affect the local ecosystem (OWF scale) through the production of 

secondary hard substrates that are created by this species (Krone et al., 2013; 

Kerckhof et al., 2019). This can lead to slightly larger impacts of OWFs since there is 

more space available for organisms to settle (Janßen et al., 2015). Indeed, M. edulis is 

considered an engineer species because it creates new habitats thereby changing 

the structure of the existing communities (Gili and Coma, 1998; Maar et al., 2009; 

Cresson et al., 2016). It also plays an important role in bentho-pelagic coupling, since 

it can alter the nutrient and organic matter pool (Gili and Coma, 1998; Cresson et al., 

2016). 

Below the Mytilus zone, there is a zone dominated by the tube-building amphipod 

Jassa herdmani, the Jassa zone. This tube-building amphipod occurs along the entire 

depth gradient of offshore wind turbines (Leonhard and Pedersen, 2006), but they 

reach highest densities right below the Mytilus zone, at ca. 8-9 m depth. Jassa 

herdmani often represents more than 85 % of the total density of the assemblages 

found at the turbines, which corresponds to ca. 10,000 individuals m-2 (De Mesel et 

al., 2015).  

Finally, the anemone Metridium senile is abundantly present at the lower parts of the 

turbines, the Metridium zone. Metridium senile is a strong spatial competitor, having 

a strong structuring influence on the colonising assemblages. It rapidly colonises new 

substrates (Nelson and Craig, 2011). This competitive behaviour might explain the 

lower species richness that has been observed in the Metridium zone (van der Stap 

et al., 2016), where M. senile is the dominant species, a phenomenon known as 

“slimeification” (Kerckhof et al., 2019). 
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At the base of the monopiles and gravity-based foundations, a scour protection layer 

(SPL) is surrounding the turbines to prevent erosion. SPLs are made of rocks, which 

form a rock collar around the turbines (Baeye and Fettweis, 2015) that expands 15 m 

from the edge of the foundations (Peire et al., 2009). The rock layer consists of 20 % 

- 80 % mixture of 5 - 40 kg and 40 - 200 kg of compact limestone rocks (Peire et al., 

2009). SPLs enhance the habitat complexity and provide further habitat (Causon and 

Gill, 2018), which provides shelter against currents and predators for sessile and 

mobile species (Petersen and Malm, 2006; Reubens et al., 2011; Langhamer, 2012; 

Liversage and Chapman, 2018). This leads to increased densities of organisms 

attached to the rocks of the SPL (Bouma and Lengkeek, 2008) and of fish species, 

whose densities might get on average 37 times higher above the SPL than in the 

surrounding soft sediments (Couperus et al., 2010). 

Finally, OWFs are placed on the sandbanks with naturally coarse sediments. A few 

years after the installation, the sediment characteristics seem to change. The soft 

substrates close to the offshore wind turbines have a lower median grain size and 

higher organic carbon content compared to the local soft sediments. This is caused 

by the biodeposition of organic matter produced by the colonising fauna on the 

turbine and the locally altered hydrodynamic conditions (Coates et al., 2014). This 

leads to increased abundances and species richness close to the turbines (Coates et 

al., 2014; Lefaible et al., 2018). The biodiversity of the soft substrate communities is 

further enhanced by the occurrence of some typical colonising species, which have 

probably been detached by the turbine and/or by the SPL rocks (Bouma and 

Lengkeek, 2012; Mavraki et al., 2020). 

 

1.2.4 Artificial structures and the attraction-production hypotheses  

Apart from the changes induced to the biodiversity of invertebrate species, artificial 

structures influence fish as well. The addition of such structures can alter the habitat 

composition, affecting the local fish biodiversity (Wilhelmsson et al., 2006a; 

Andersson et al., 2009). Furthermore, the length of some fish species has been found 

to be larger when near artificial reefs in comparison to sandy areas (Reubens et al., 

2013a), indicating that these structures could affect the fish physiology. Artificial reefs 
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have been extensively used to support small-scale fisheries, to restore degraded 

habitat and to manage coastal zones (Neves Santos and Costa Monteiro, 1998; 

Claudet and Pelletier, 2004). These structures are a successful management tool, 

resulting in enhanced local catches in both professional and recreational fisheries 

(Bohnsack and Sutherland, 1985). The origin of the increased fish biomass has been 

largely debated the last decades. This issue is known as the “attraction-production” 

debate. This debate was first raised during the Third International Artificial Reef 

Conference in 1983. During this conference, the investigation on whether artificial 

reefs can lead to production or only to attraction was initiated (Lindberg, 1997).  

The attraction hypothesis suggests that fish are attracted from the natural 

environment (including the soft sediments) to artificial reefs, where they aggregate, 

but there is no net increase in their production (Bohnsack, 1989; Brickhill et al., 2005). 

The reefs act as fish aggregation devices, providing behavioural cues that fish can 

exploit (Brickhill et al., 2005). The attraction to artificial reefs can be caused by the 

increased structural complexity, resulting in the enhanced protection against 

predators, shelter from the currents (Bohnsack and Sutherland, 1985; Bohnsack, 

1989) and/or the increased food availability (Leitão et al., 2007; Reubens et al., 2011).  

Alternatively, the production hypothesis proposes a more positive outcome 

concerning the fish biomass. It states that the carrying capacity of the original 

environment increases due to the establishment of the new habitat (Bohnsack, 1989; 

Lindberg, 1997). Increased feeding and shelter opportunities provided by the 

artificial reefs encourage fish larvae to settle at these structures, survive to spawn, 

grow and contribute new individuals to the local population, increasing the net 

production (Lindberg, 1997; Powers et al., 2003; Brickhill et al., 2005).  

Attraction and production were determined as the two extremes of a continuum of 

ecological situations (Svane and Petersen, 2001; Brickhill et al., 2005). The attraction 

to the artificial reefs could potentially lead to production, since they are not mutually 

exclusive (Reubens et al., 2013a; Cresson et al., 2019). The degree of attraction or 

production following the establishment of the artificial reefs will depend on the 

surrounding habitat concerning spatial heterogeneity and nutrient availability 

(Brickhill et al., 2005). The introduction of a single artificial reef will most likely induce 
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the fish attraction. Numerous and more complex reefs are more likely to increase 

production (Brickhill et al., 2005). The use of isotopic functional indices can provide 

an innovative sight of the mechanisms of production involved in the biomass 

increase in artificial reefs (Cresson et al., 2019). Recently, Cresson et al. (2019) 

combined isotopic and biomass data of various fish species that were near artificial 

reefs to calculate isotopic indices. The isotopic data were plotted in the isospace to 

identify any potential dietary switch towards the organic matter of benthic (artificial 

reefs) origin. Results indicating a diet based on organic matter of benthic origin, 

together with increased fish biomass and a decrease of the values of the isotopic 

indices suggest increased local secondary production (Cresson et al., 2019). Hence 

isotopic functional indices can be used to provide insights towards secondary 

production, but the link between them cannot be directly proven. 

 

1.2.5 Predicted effects of artificial habitats 

A variety of anthropogenic activities in the North Sea for many centuries has created 

a highly perturbed environment. The southern part of the North Sea has multiple 

ship wrecks deriving from the First and the Second World Wars (Zintzen, 2007), 

offshore test drilling for oil and gas started already since 1966, and by 2018 the North 

Sea region contained 184 offshore rigs, making it the region with the most rigs in 

the world (Statistica, 2018). Commercial fisheries in the area are largely performed 

by trawling, affecting the natural soft sediments. Overfishing has created an 

unproductive environment, disturbing marine food web dynamics (Clover, 2004).  

The introduction of offshore wind turbines provokes further perturbations to this 

environment, changing the biodiversity. In addition to that, the installation of such 

artificial structures may modify the hydrodynamic conditions of the area (Dannheim 

et al., 2020). This can potentially lead to an increase in the vertical water mixing and 

subsequently to the nutrient transport throughout the water column (Floeter et al., 

2017). Moreover, the increased resuspension of particulate organic matter, caused 

by the OWF installations, increases the turbidity (Baeye and Fettweis, 2015), which in 

turn leads to reduced light affecting primary productivity (Devlin et al., 2008).  
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The increasing numbers of OWF installations in the North Sea promote the 

colonisation of these structures by sessile filter feeding organisms. It has been 

hypothesized that the filtering activity of these organisms could alter the clearance 

rates of the water (Newell, 2004) and significantly reduce the phytoplankton but also 

the micro- and meso-zooplankton biomass in the area (Maar et al., 2007). 

Furthermore, data deriving from long-term chlorophyll a monitoring in the Belgian 

part of the North Sea and beyond (MSFD-Eutro: 

https://www.deltares.nl/en/projects/msfd-eutro/) has shown that chlorophyll a 

concentrations have decreased over the last years, especially in coastal areas (Fig. 

1.8). Coastal chlorophyll a concentrations can be influenced by anthropogenic 

nutrient supply deriving from agricultural and industrial sources (Peters et al., 2005). 

When reducing the river dissolved inorganic nitrogen and phosphorous loads by 50 

%, a 15-20 % reduction of the coastal primary production is detected, whereas 

offshore waters remain roughly unaffected (OSPAR, 2008). However, the 

establishment of OWFs with its subsequent colonisation depletes the phytoplankton 

in and around OWF areas, reducing the chlorophyll a in offshore waters as well (Slavik 

et al., 2019). This will eventually alter the entire food web and biogeochemical cycling 

(Slavik et al., 2019).  

 
Figure 1.8: Changes in the mean chlorophyll a concentrations in the Belgian part of the 

North Sea within 16 years. On the left, the chlorophyll a concentrations of the year 2002-

2003 and on the right the chlorophyll a concentrations of the year 2018-2019. On the 

bottom right, the range of chlorophyll a concentrations is illustrated by the different colours, 

with blue indicating the absence and dark red/purple the elevated concentrations of 

chlorophyll a (modified by source: MSFD-Eutro: https://www.deltares.nl/en/projects/msfd-

eutro/). 
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Furthermore, it has been predicted that the SPLs at the base of some artificial 

structures will act as the main artificial reefs, given the provision of habitat 

heterogeneity (Petersen and Malm, 2006; Whitehouse et al., 2011). The increased 

heterogeneity in the area can play an important role in species diversity and density 

(Langhamer, 2012). It is anticipated that SPLs will facilitate the settling of larvae, 

attracting more invertebrate and vertebrate organisms (Petersen and Malm, 2006). 

Moreover, they can alter the nature of the soft substrate near offshore wind 

foundations, turning exposed and/or biodiversity poor soft substrates into species-

rich ecosystems (Langhamer, 2012). Finally, Langhamer (2012) estimated that the 

food provisioning in between the rocks of SPLs will get up to 60 times higher 

compared to the natural soft sediment. 

Since the presence of OWFs affects a wide range of marine organisms, concerns 

about the potential environmental impacts induced by the OWFs on marine 

ecosystems and ecosystem functioning arose (Lindeboom et al., 2011; Bailey et al., 

2014). A food web analysis would provide a rigorous and comprehensive 

understanding of the ecological processes (Fry, 2006) occurring on and around the 

offshore wind turbines. 

 

1.3 Food web ecology 

1.3.1 Marine food webs 

The impact of environmental and structural changes on species in ecosystems is 

often induced from the base of the food webs (Paine, 1980). Food webs are complex 

and composed of many species and their interactions, changing spatially and 

seasonally, and constantly developing and adapting. Owing to this complexity, 

species responses to anthropogenic and/or environmental changes are complex too. 

The nature of these responses is usually unpredictable, which makes future states of 

ecosystems hard to predict (Planque, 2016). Marine food webs are mainly supported 

by primary production of phytoplankton in the photic zone, which is the engine of 

the “biological pump” that sustains the marine food web (Fig. 1.9 – Chisholm, 2000). 

Using sunlight and dissolved inorganic nutrients, phytoplankton converts CO2 to 

organic carbon, which is the base of the food web (Chisholm, 2000). Part of this 
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organic carbon reaches the sediment and fuels the benthic communities (benthic 

food web), while another part passes through consumers in surface and middle 

waters (pelagic food web) (Chisholm, 2000). 

Our understanding of how this carbon flows through the marine food web has led 

to multiple studies concerning both the pelagic and the benthic food web. Steele 

(1974) was the first to develop the theory on the herbivorous pathway, in which 

phytoplankton is being consumed by zooplankton, which in turn is being exploited 

by fish. There is also another theory that was introduced later, which introduces the 

carbon transfer through the microbial loop (Azam et al., 1983). According to this 

 
 

Figure 1.9: The main carbon flows in the marine ecosystem. The pelagic food web is 

supported by the production of organic matter by phytoplankton. The benthic food web is 

fuelled by the organic matter that settles on the sediment. Primary production is being 

supported by the remineralization of organic matter that releases nutrients, which are 

transported to the photic zone (modified from source: Chisholm, 2000). 
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theory, the dissolved organic matter, which is produced by algae and bacteria, is 

assimilated by bacteria and may, eventually, feed higher trophic levels through 

multiple transfer steps. Thus, dissolved organic carbon may still contribute to the 

“traditional” food chain. In coastal rocky shores, macroalgae is considered the most 

important primary producer, especially during winter, when the phytoplanktonic 

production is minimum (Duggins et al., 1989). Macroalgae enter the coastal food 

webs through the detritic pathway (Riera et al., 2009), with 10 % of the macroalgal 

production being immediately grazed and 90 % entering various detritus food chains 

as particulate organic matter (POM) and/or dissolved organic matter (DOM – 

Pomeroy, 1980). 

Food webs have mostly been studied in closed systems that are easier to examine, 

such as lakes (Vander Zanden et al., 1999), or in less diverse systems, such as rivers 

(Fisher et al., 2001; Jepsen and Winemiller, 2002). However, there are also relatively 

detailed food web studies in open ocean areas (Davenport and Bax, 2002), deep sea 

(Fry, 1988), polar regions (Gillies et al., 2012), estuaries (Richoux and Froneman, 2008), 

and in the intertidal zone (Christianen et al., 2017). Food webs have been extensively 

studied on rocky shore assemblages (Riera, 2009; Richoux et al., 2014a; Richoux and 

Ndhlovu, 2015), but also on artificial hard substrates, such as oil and gas platforms 

(Guerin, 2009). However, to our knowledge, there have been no studies on the food 

web structure of organisms associated with OWFs. 

 

1.3.2 Food web structure and the role of the species 

There is a complementary relationship between community and food web structure 

and function (Thompson et al., 2012). For example, the food web structure can 

influence the behaviour and stability of ecological communities, by influencing the 

transfer of energy, and in turn, affect the community structure (MacArthur, 1955; 

May, 1972; Paine, 1980). Traditionally, it was stated that community stability increases 

with the increased number of links in a food web (MacArthur, 1955; Elton, 1958; 

Dunne et al., 2002). However, mathematical models showed the opposite, stating 

that larger and more inter-connected communities were less stable (May, 1972). 

May’s mathematical food web models relied on the representation of connections 



Chapter 1  23 

between species based on random graphs. But food web structure in nature is far 

from random (Allesina et al., 2015). Indeed, food web stability is highly dependent 

on connectance and distribution of trophic links of the species comprising a food 

web (Borrvall et al., 2000; Ebenman and Jonsson, 2005). Food webs with many and 

highly connected species tend to be more robust to a species loss (Borrvall et al., 

2000; Dunne et al., 2002; Ebenman and Jonsson, 2005). Thus, increased connectance 

among species reduces the sensitivity of food webs to the removal of highly 

connected species, while the loss of random species will have minor effects on the 

food webs (Dunne et al., 2002). On the contrary, low connectance and species-poor 

food webs exhibit extreme sensitivity (Dunne et al., 2002), meaning that the loss of 

one species can result in increased risk of coextinction of multiple species (Borrvall 

et al., 2000). 

Species play different ecological, structural and functional roles in a food web, by the 

way they capture and exploit their resources and, hence, the trophic position they 

acquire in the food chain. In OWFs, organisms with different feeding traits co-exist 

(i.e. suspension feeders, grazers, scavengers, predators, etc.). The most common type 

of consumers found in OWFs are suspension feeders, e.g. the blue mussel Mytilus 

edulis and the anemone Metridium senile. These organisms depend on the 

suspended particles in the water column (Gili and Coma, 1998; Dubois and Colombo, 

2014), while they exhibit different suspension feeding mechanisms to screen and 

collect particles (Riisgård and Larsen, 2000). Suspension feeders are capable of 

selecting particles based on their size and quality (Ward and Shumway, 2004).  

Food webs on the intertidal part of the OWFs are based on the macroalgal 

production. The subtidal part of the OWFs relies on a mixture of suspended particles 

in the water column, such as phytoplankton, detritus and bacteria, which represent 

the basis of the food web (Raoux et al., 2017), followed by the zooplankton, which is 

the primary consumer. Other types of consumers found at the offshore wind turbines 

include grazers, such as the limpet Patella vulgata, that feed by scraping material 

attached to benthic surfaces (Richoux and Ndhlovu, 2015). There are also deposit 

feeders (e.g. the polychaete Lanice conchilega), mainly at the soft substrates 

surrounding the turbines. These organisms can rework vast amounts of sediments 

(Iken et al., 2001) and mainly feed on detritus and deposited material (Ward and 
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Shumway, 2004). Scavengers (e.g. the crab Pilumnus hirtellus) and omnivores (e.g. 

the common hermit crab Pagurus bernhardus) also occur in the area, feeding on dead 

material, and algae and animal tissues, respectively. 

Highly mobile predators, such as fish, are recognized as the key elements of marine 

food webs because of their ability to link the nutrient fluxes and energy between 

spatially separated food chains (Quevedo et al., 2009). The majority of predators can 

switch their diets depending on the resource availability in order to optimise their 

energy gain (Thums et al., 2011). Therefore, predators, such as fish, exploit the 

enhanced food availability provided by the artificial structures and feed extensively 

on colonising organisms (Reubens et al., 2011, 2014a).  

 

1.3.3 Species co-existence and resource partitioning 

The high macrofaunal species diversity within the colonising and natural (soft 

substrate) assemblages in OWFs has led to a substantial amount of studies on their 

species composition (for the colonising assemblages: Bouma and Lengkeek, 2008, 

2012; Lindeboom et al., 2011; Krone et al., 2013; De Mesel et al., 2015, for the natural 

soft-sediment communities: Coates et al., 2014; Lefaible et al., 2018). Species can co-

exist in many ways, and in different spatial and temporal scales. The species co-

existence theory often refers to species sympatric co-occurrence, meaning that 

multiple species co-occur in the same place and at the same time, and that this co-

occurrence can continue for a long time (Turnbull et al., 2013). Species co-existence 

and community structure are largely determined by the ability of species to exploit 

shared resources (Tilman, 1982). Limiting resources can affect species co-existence 

by introducing competition (Ross, 1986). Spatiotemporal heterogeneity in resources, 

in combination with limited dispersal abilities (i.e. sessile and/or hemi-sessile 

organisms) may affect the local population dynamics (Hernandez, 2008). This will 

cause a variation in the outcome of the interaction between species, which will either 

co-exist or lead to competitive exclusion of one species (Hernandez, 2008), although 

competitive exclusion occurs more frequently and rapidly between highly related 

(phylogenetically) species (Violle et al., 2011). 
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In the marine environment, most considerations about competition and co-existence 

among different species focus on the single limiting resource of space (Ferguson et 

al., 2013). In hard substrate benthic communities, space has long been considered as 

the primary limiting resource (Buss and Jackson, 1981; Ferguson et al., 2013; Dubois 

and Colombo, 2014; Cresson et al., 2016), while in soft substrate communities, 

competition for space plays a less significant role. Indeed, it has been shown that 

species compete fiercely for the available space and may overgrow and/or undercut 

each other to secure further space (Buss, 1979). Competition for space was also 

considered a major factor in an evolutionary marine life-history study (McKinney and 

Jackson, 1991). Stable co-existence is assumed to occur due to a trade-off between 

competitive ability for space and the ability to colonise new habitats (Keough, 1984; 

Edwards and Stachowicz, 2010). 

However, food resource limitation is also considered an important factor 

determining species co-existence (Buss and Jackson, 1981; Dubois and Colombo, 

2014; Cresson et al., 2016). Trophic competition is only relevant when species with 

similar diet co-exist under limiting food conditions (López-Jamar et al., 1984; Cresson 

et al., 2016). It has been observed among many different taxa and feeding modes, 

such as adult and juvenile fish (Latli et al., 2019) and suspension feeding organisms 

(Lefebvre et al., 2009; Cresson et al., 2016). The effects of trophic competition can be 

partly reduced when co-occurring organisms exhibit trophic plasticity and resource 

partitioning (Lefebvre et al., 2009; Riera, 2009), and/or when the food resources are 

not limiting.  

Trophic plasticity is a common adaptation of organisms to exploit multiple resources 

to minimize potential competition (MacNeil et al., 1997; Lefebvre et al., 2009). Some 

organisms exhibit trophic plasticity in their feeding strategies depending on life 

history stage and/or the type of the resources that are available (Pyke, 1984; Jumars 

and Wheatcroft, 1989). Trophic plasticity is considered an important characteristic for 

an organism’s ability to survive in a wide range of habitats (Groenewald, 1964; Kadye 

and Booth, 2012), making it more adaptable to changes in resource availability 

(Plavan et al., 2007). 
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Trophic plasticity can partly allow for resource partitioning between species (MacNeil 

et al., 1997; Ashton et al., 2010). Resource partitioning is the ability of organisms to 

divide (limited) resources as a mechanism to avoid trophic competition (Ross, 1986). 

The extent of the segregation can be driven by multiple factors, such as resource 

limitation and growth of predators (Witteveen and Wynne, 2016). Understanding the 

resource partitioning among species can provide insights into species interactions 

and the ability to predict responses to environmental and/or anthropogenic changes 

that are likely to affect marine food webs (Wu et al., 2019). Resource partitioning has 

been observed for a variety of marine organisms, from co-occurring sessile 

suspension feeders (Dubois et al., 2007) to highly mobile fish species (Latli et al., 

2019; Wu et al., 2019). Thus, both trophic plasticity and partitioning are mechanisms 

that allow for avoiding trophic competition; however, this does not necessarily mean 

that a species exhibiting trophic plasticity will partition the available resources. 

 

1.3.4 Studying the food web structure 

1.3.4.1 Stomach content analysis 

A fundamental requirement in understanding the energy flow through complex 

marine food webs from primary carbon fixation to upper trophic-level consumers is 

the knowledge of the trophic linkages among species (Hobson et al., 2002). These 

trophic linkages can be assessed with simple methods such as stomach content 

analysis (SCA). SCA is the traditional and most common method for addressing this 

objective and acquiring information on diet composition. It is widely used to 

determine the diet composition of fish species but can be used for invertebrate 

species as well. It provides a snapshot of recently ingested (up to 10 h) food items 

(Hyslop, 1980). This method provides a taxonomic resolution of the ingested food 

that may be difficult to achieve with other methods (Lin et al., 2007). However, SCA 

has also multiple limitations, since the diet of a species may vary substantially 

depending on the food availability, the size of the individuals and other factors 

(Stoner and Zimmerman, 1988; Pinnegar and Polunin, 2000). SCA requires high 

sampling frequencies to obtain a time-integrated overview of a species’ diet 

composition (St John, 1999; Parkyn et al., 2001). Furthermore, SCA can underestimate 
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the consumption of highly digestible material and thus, provide an indication of the 

food items that are still recognizable, but not actually assimilated (Parkyn et al., 2001; 

Jensen et al., 2012). This method depends on the relative digestibility of the food 

items (St John, 1999; Stapp, 2002), resulting in the over-representation of food items 

with hard parts (i.e. crustaceans) and the under-representation of highly assimilated 

and defaecated items, such as soft-bodied organisms (Fry, 1988; Hobson et al., 1995). 

Finally, an inherent issue is that fish often have empty stomachs, leading to a paucity 

of dietary data from the sampled population (St John, 1999; Nolan and Britton, 2018). 

 

1.3.4.2 Stable isotope analysis 

Another way to study trophic linkages between resources and consumers is by using 

measurements of naturally occurring stable isotopes of elements, such as carbon 

(13C/12C) and nitrogen (15N/14N) (Michener and Schell, 1994). This approach is based 

on the principle that the stable isotope ratios in consumers’ tissues can be related to 

their resources (DeNiro and Epstein, 1981). For nitrogen, ratios of 15N to 14N 

(expressed as δ15N) show stepwise enrichment (typically 3-4 ‰) with trophic 

transfers and can be used in estimating an organism’s trophic position (Post, 2002). 

Ratios of carbon isotopes (δ13C) vary substantially among primary producers, but 

they slightly change with trophic transfers (ca. 1 ‰). Hence, δ13C can be used to 

determine carbon sources (DeNiro and Epstein, 1981; Peterson and Fry, 1987). The 

combined use of carbon and nitrogen stable isotopes in marine organisms can be 

used to provide important information on their feeding ecology and trophic 

relationships (Hobson et al., 1994; Michener and Schell, 1994).  

The main advantages of stable isotope analysis (SIA) are that it can be applied to 

small sample sizes and the isotopic signatures can integrate information on 

resources that are truly assimilated in the tissues of field sampled organisms (Melville 

and Connolly, 2003; Davis et al., 2012; Daly et al., 2013) for a prolonged period of 

time (up to 6 months) (Hesslein et al., 1993; Estrada et al., 2003; Davis et al., 2012). 

This method allows for the investigation of the isotopic niche of a species that 

provides information on the resource utilization and the trophic level of a species 

and is therefore, an approximation of its trophic niche (Newsome et al., 2007; Jackson 
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et al., 2011). An isotopic niche can be a useful proxy for understanding the ecological 

niche, where δ13C and δ15N represent the environmental and trophic axes, 

respectively (Newsome et al., 2007; Jackson et al., 2011). It can be used for the direct 

comparison of individuals or populations, combining information on richness and 

evenness of resources (Bearhop et al., 2004). It also allows for the temporal 

integration of dietary information over different timescales (Bearhop et al., 2004). 

Therefore, the use of isotopic niches might lead to conclusions about the trophic 

roles of an organism in an ecosystem (McMeans et al., 2015). Niche overlap can be 

considered as an illustration of trophic competition among species (Dubois and 

Colombo, 2014). The degree of overlap depends on the isotopic niche sizes and 

orientation (Swanson et al., 2015). For example, the isotopic niche of species A can 

be completely overlapped by the isotopic niche of species B, while the probability of 

finding an individual of species B in species A’s niche can be very small. Similarly, an 

overlap of 1 ‰ of an isotopic niche of size 1.2 ‰ is considered large, while for a 

niche size of 10 ‰ is considered relatively small. 

Isotopic niches are extensively used as a proxy of trophic niches (Bearhop et al., 2004; 

Layman et al., 2007a; Jackson et al., 2011). A trophic niche constitutes all the trophic 

interactions that connect a species to others in the ecosystem (Elton, 1927). This 

means that a trophic niche is a representation of a species’ overall trophic role 

(Leibold, 1995). The investigation of trophic niches can provide information on the 

functional effects of nutrient loading on ecological systems (Warry et al., 2016) and 

thus, provide assessments of ecosystem health that can be related to ecosystem 

threats and pressures (Palmer and Febria, 2012). 

 

1.3.4.3 Pulse-chase experiments 

Stable isotopes can also be used at the tracer level, where the isotopic composition 

of an (in)organic resource is deliberately being modified. By using labelling 

experiments, also known as pulse-chase experiments, we can quantify the rates and 

pathways of short-term organic matter in benthic macrofaunal communities 

(Middelburg et al., 2000; Witte et al., 2003a, 2003b). The combination of deliberately 

added tracers and isotopic analysis provides the possibility to directly measure the 



Chapter 1  29 

macrofaunal carbon assimilation (Boschker and Middelburg, 2002). A change in the 

isotopic composition of the elements modified by the tracers included in the 

experiments in comparison to the background composition is denoted in the Δδ 

notation: Δδ = δmodified – δbackground. Modifying the isotopic composition of an 

(in)organic resource will lead to transfer of this modification to the other components 

in the food web.  

Labelling experiments can be conducted in two ways: a) by introducing inorganic 

nutrients or simple organic substrates into a food web (Middelburg et al., 2000; 

Hamilton et al., 2001; Tobias et al., 2003) and b) by cultivating algae in an isotopically 

enriched medium, harvesting them and feeding them to the investigated 

assemblages (Moodley et al., 2000; Nomaki et al., 2005). In both cases, the organic 

matter processing by aquatic and benthic organisms is monitored through time and 

is used to quantify the assimilation of the added (in)organic substrate. These studies 

provide important insights in the structure of marine food webs. They have been 

successfully applied in a wide range of soft sediment areas, from organic carbon rich 

(Woulds et al., 2007) to oligotrophic sediments (Bühring et al., 2006a), from polar 

(Gontikaki et al., 2011a, 2011b; Braeckman et al., 2019) to the tropic regions 

(Aspetsberger et al., 2007; Sweetman et al., 2010) and from estuaries (Middelburg et 

al., 2000; Moodley et al., 2000) to abyssal areas (Witte et al., 2003a; Woulds et al., 

2009, 2016). However, to our knowledge, labelling experiments have not been 

applied to hard substrate assemblages yet. 

 

1.4 Thesis scope 

This PhD thesis is part of the Belspo funded BRAIN-be project “Functional 

biodiversity in a changing sedimentary environment: implications for 

biogeochemistry and food webs in a managerial setting”, also known as “FaCE-It”. 

This project aims at understanding the effects of major human activities, such as the 

installation of OWFs, beam trawling, aggregate extraction, etc., on the marine 

environment. Specifically, FaCE-It investigates the effects of “fining” and “hardening” 

on coastal marine ecosystems by examining the marine food web structure, C-flows 

and biogeochemical cycling. The final aim is to understand how these activities affect 
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the local (Belgian part of the North Sea) and the regional (southern North Sea) 

coastal ecosystems and how they might affect the implementation of the marine 

strategy framework directive (MSFD). 

This PhD focuses on the food web structure and C-flows of the organisms associated 

with an offshore wind turbine in the Belgian part of the North Sea (BPNS). The aim 

was to understand the effects of these structures on various aspects of the trophic 

niche and feeding habits of these species. Food web structure, assemblages’ and 

species’ isotopic niches, and the diet composition of invertebrate and vertebrate 

species are examined. In parallel, the carbon assimilation by colonising organisms 

and thus, the amount of primary production that is being processed by them is being 

investigated by conducting pulse-chase experiments. The final aim is to provide 

knowledge on how OWFs can affect the local food web properties associated with 

these structures. 

 

1.4.1 Study area 

In 2008, the first six offshore wind turbines were installed in the BPNS initiating the 

Belgian OWF zone. In 2018, 318 offshore wind turbines, belonging to 6 OWFs were 

constructed and operational (Fig. 1.10), with a total capacity of 1556 MW (Degraer 

et al., 2019). The number of the offshore wind turbines will continue to increase, and 

by the end of 2020, approximately 400 wind turbines will be installed in the BPNS 

(Rumes and Brabant, 2019). The current surface area of the existing OWFs is 238 km2, 

while an additional area of 284 km2 is reserved for installation of OWFs in the near 

future (Rumes and Brabant, 2019). 

The research in this PhD thesis has been conducted in the C-Power wind farm. This 

wind farm is located on the Thornton Bank, a natural sand bank in the BPNS. 

Thornton Bank is characterised by large dynamic dunes, which were levelled/dredged 

to facilitate the construction of the offshore wind turbines (Brabant and Jacques, 

2010). The BPNS has a total surface of ~ 3500 km2 and its depth ranges between 0 

m and 46 m (Kerckhof and Houziaux, 2003). The offshore waters in the BPNS are 

influenced by the water masses from the Atlantic Ocean, being highly saline and 

having a low nutrient content, while the coastal waters receive nutrient-rich fresh 
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water from the rivers (Kerckhof and Houziaux, 2003). The temperature of the 

seawater varies seasonally between 4 and 18 ⁰C (Reubens, 2013). 

The C-Power wind farm is situated 27 km offshore, at the east side of the BPNS, close 

to the border with the Netherlands. This was the first OWF constructed in the BPNS 

in 2008 consisting of six gravity-based foundations (Brabant et al., 2012). This wind 

farm now entails 48 more turbines, which were installed on jacket foundations 

(Brabant et al., 2012). The water depth ranges between 18 m and 24 m and the total 

surface area of the wind farm is 19.84 km2. 

All the samples for the chapters 2, 3 and 5 of this thesis were collected from the 

gravity-based foundation D6 (coordinates: 51°33.04’N - 02°55.42’E – Fig. 1.11) within 

the C-Power wind farm. Gravity-based foundations have a diameter of 6 m at the sea 

surface, which increases to 14 m at the seabed (Reubens et al., 2011). They are 

 
 

Figure 1.10: Installed and planned offshore wind farm zones in and around the Belgian 

part of the North Sea. The six operational (blue), three currently under construction 

(orange) and the locations for the new offshore wind farms that are proposed to be 

installed in the Habitats Directive area “Vlaamse Banken” (dashed lines). Purple and pink 

areas represent the Dutch offshore wind farms that have been set to start construction in 

2019 and 2020, respectively, while the A and B sites are the proposed French offshore 

wind farms (map made by L. Vigin, 2019). 
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surrounded by a scour protection layer, which consists of a filter and an armour layer 

of quarried rock materials (Peire et al., 2009). The diameter for the armour and filter 

layer is 58 m and 62.6 m, respectively (Peire et al., 2009). The total hard substrate 

surface area of the turbine foundation with its scour protection layer represents ca. 

2043 m2 (Peire et al., 2009). The natural soft sediments around the gravity-based 

foundations have a mean grain size that ranges between 312 μm (north-west 

gradient) and 427 μm (south-east gradient) at 15 m away from the turbines (Coates 

et al., 2014). 

 

 
 

Figure 1.11: Design layout of the gravity-based foundation D6 in the C-Power 

offshore wind farm (source: Peire et al., 2009). 
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The samples for chapter 4 were collected from a tripod that was placed within the C- 

Power wind farm area (coordinates: 51°54.08’N - 2°91.68’E), which was part of the 

artificial hard substrate garden (AHSG) provided by the European Marine Biological 

Resource Centre (EMBRC). The tripod was placed on the sea floor, approximately 500 

m away from the turbines. PVC panels (15 × 15 cm) were attached to the tripod, 

which were roughened on one side to facilitate colonisation (Beermann and Franke, 

2012). These panels remained in the sea for one year before their collection by 

scientific divers. 

 

1.4.2 Assemblages and species of interest 

In this thesis, we focused on colonising assemblages that are attached to the gravity-

based foundation D6. We particularly paid attention to invertebrate species that 

occurred in multiple zones along the depth gradient of the turbine, such as 

Diadumene cincta (Stephenson, 1925), Jassa herdmani (Walker, 1983), Metridium 

senile (Linnaeus, 1761), Mytilus edulis (Linnaeus, 1758), Necora puber (Linnaeus, 

1767), Ophiothrix fragilis (Abildgaard in O.F. Müller, 1789) and Pisidia longicornis 

(Linnaeus, 1767). Moreover, we studied the fish species Gadus morhua (Linnaeus, 

1758), Trisopterus luscus (Linnaeus, 1758), Myoxocephalus scorpioides (Fabricius, 

1780), Scomber scombrus (Linnaeus, 1758) and Trachurus trachurus (Linnaeus, 1758) 

that have been frequently observed in close proximity to these structures. 

Colonising (or fouling) assemblages are defined as the biota that at any point in time 

develop on artificial reefs (Wahl, 1989; Svane and Petersen, 2001). Marine colonising 

assemblages may colonise man-made surfaces that are placed in marine and 

estuarine environments (Kingsbury, 1981) and may damage artificial structures, such 

as oil and gas platforms (Kingsbury, 1981; Picken, 1986) and offshore wind turbines 

by enhancing their corrosion (Kingsbury, 1981). However, they can also protect the 

artificial structures, by an increased frictional drag by waves (Kingsbury, 1981; Picken, 

1986) and the prevention of inspections (Kingsbury, 1981; Picken, 1986). Colonising 

assemblages can increase the local species richness (Degraer et al., 2013) and can be 

an important resource for larger predatory species, e.g. fish (De Troch et al., 2013). 

They can further generate habitat for new epifaunal assemblages but also influence 
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the benthic communities underneath them and the surrounding pelagic zone (Maar 

et al., 2009). Colonising assemblages show seasonal (short-term) variations in species 

composition, which are known as seasonal fluctuations (Kerckhof et al., 2010a). These 

fluctuations (or temporal dynamics) are the result of the competition between 

individuals for the available space, which is caused by the settlement of larvae on the 

foundations (Kerckhof et al., 2010a). 

Diadumene cincta (Fig. 1.12A) is an anemone species that mainly occurs in inshore 

waters and especially in brackish areas (Braber and Borghouts, 1977). It is a 

suspension feeder, exploiting mainly zooplankton (Sebens, 1981; Östman et al., 

2010). It has a bright orange or light brown colour and resembles young specimens 

of certain colour-varieties of Metridium senile (Stephenson, 1925). It mainly lives on 

stone-covered dikes in muddy habitats, while it avoids sandy habitats (Braber and 

Borghouts, 1977). This organism prefers localities with a certain amount of water 

movement. It has a wide vertical range, from ca. 0.8 m below the mid-tide level to 

 
 

Figure 1.12: Invertebrate species studied in this thesis. A: Diadumene cincta (source: 

www.nederlandsesoorten.nl), B: Jassa herdmani (source: Hillewaert, H.), C: Metridium senile 

(source: Norro, A.), D: Mytilus edulis (source: Hillewaert, H.), E: Pisidia longicornis (source: 

Hillewaert, H.), F: Ophiothrix fragilis (source: WoRMS), and G: Necora puber (source: 

Wikipedia.org). 

http://www.nederlandsesoorten.nl/
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about 48 m depth (Braber and Borghouts, 1977). Diadumene cincta can be consumed 

by jellyfish (www. sealifebase.ca). 

Jassa herdmani (Fig. 1.12B) is a hemi-sessile, suspension and scavenging feeding 

amphipod species (Conlan, 1994; Dixon and Moore, 1997). Jassa species are known 

to be the most abundant amphipods on artificial structures, dominating the 

colonising assemblages of ship wrecks, navigational buoys and offshore wind 

turbines, where they can reach remarkably high abundances (Nair and Anger, 1980; 

Conradi et al., 1997; Zintzen et al., 2008; De Mesel et al., 2015). This amphipod creates 

its own microhabitat by building tubes made of “amphipod silk” and deliberately 

incorporating mucus and detritus (Franz and Mohamed, 1989; Clancy, 1997; Dixon 

and Moore, 1997). The amphipod silk mainly consists of organic material that derives 

from the water column (Beermann and Franke, 2012). The tubes have elastic walls 

and are attached to hard substrates (Dixon and Moore, 1997). Jassa herdmani 

individuals sit at the tube’s opening, extending their prolonged antennae into the 

water column, from which they obtain their food (Beermann and Boos, 2015). The 

tubes are attached to any kind of hard substrate in multiple layers, forming thick 

fouling mats (Franz, 1989; Dixon and Moore, 1997). Jassa herdmani is a prey for fish 

species, such as cod and pouting (Reubens et al., 2011, 2013). 

Metridium senile (Fig. 1.12C) is a sessile suspension feeding anemone that uses its 

tentacles to capture zooplankton (Sebens, 1981; Östman et al., 2010). It is a 

ubiquitous member of the colonising assemblages (Hoffmann, 1976; Fautin et al., 

1989), occurring in different size distributions at different environmental conditions 

(Anthony and Svane, 1994; Anthony, 1997). Metridium senile can be attached to any 

suitable hard substrate, such as gravel and shell debris (Riis and Dolmer, 2003). This 

species can slowly move across a substrate, leaving a piece of the pedal disc behind, 

which is part of its asexual reproduction (Riis and Dolmer, 2003). The piece of the 

pedal disc is usually fragment and each piece generates into a new individual 

(Bucklin, 1987). Organisms preying on M. senile include jellyfish and anemones of the 

family Goniasteridae (www.sealifebase.ca). 

Blue mussels (Mytilus edulis – Fig. 1.12D) are the most abundant bivalves in the North 

Sea and the Western Baltic Sea (Darr et al., 2014). They are an important food source 

http://www.sealifebase.ca/
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for starfish, birds and fish, but also for human, and thus, they are of great economic 

importance (Lemmen, 2018). They are suspension feeding organisms and occur in 

large numbers near the water surface of hard substrates (Freire and Gonzalez-

Gurriaran, 1995; Riis and Dolmer, 2003). Blue mussels can significantly reduce the 

concentration of phytoplankton and of micro- and meso-zooplankton (Maar et al., 

2009) by filtering vast volumes of water (Cloern, 1982; Kreeger and Newell, 1996). At 

the same time, they actively deposit large amounts of organic and inorganic 

materials, such as faecal pellets, pseudofaeces and empty shells, to the benthos 

(Freire and Gonzalez-Gurriaran, 1995; Krone et al., 2013a). Mussels are predated by 

a variety of fish species, lobsters, echinoderms, etc. (www.sealifebase.ca). 

The anomuran decapod Pisidia longicornis (Fig. 1.12E) is typically found on rocky 

substrates and other solid structures that provide suitable habitat for this short-lived, 

suspension feeder (Robinson and Tully, 2000). It has been shown that it largely feeds 

on pseudofaeces of mussels (Tenore and González, 1975), while it is the main 

resource of many dominant crustaceans and fish (Freire and Gonzalez-Gurriaran, 

1995; Sampedro et al., 1997). 

The brittle star Ophiothrix fragilis (Fig. 1.12F) is widely distributed in the eastern 

Atlantic (Moyse and Tyler, 1990) and it forms dense aggregations mainly on coarse 

sediments and on muddy gravel bottoms (Warner, 1971). Specimens of this species 

are frequently found on artificial hard substrates, such as oil and gas platforms (van 

der Stap et al., 2016) and offshore wind turbines (Lindeboom et al., 2011; Mavraki et 

al., 2020). It is a passive deposit and suspension feeder, largely feeding on detritus 

(Warner and Woodley, 1975) and fine particulate suspended matter (Warner, 1971). 

Brittle stars are predated by fish (www.sealifebase.ca). 

The velvet swimming crab Necora puber (Fig. 1.12G) is typically found on hard 

substrates of the Northeast Atlantic. It is a commercially important species and it is 

abundant from the extreme lower intertidal to depths of ca. 20 m, although some 

specimens have been found at greater depth (Ingle, 1980; Clark, 1986). In colonising 

assemblages, it may be a dominant predator, regulating the abundance and 

distribution of the prey assemblages (Aronson, 1989; Freire and Gonzalez-Gurriaran, 

1995). The diet composition of this species varies both spatially and seasonally, as 

http://www.sealifebase.ca/
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well as over its life cycle (Choy, 1986; Norman and Jones, 1993). In summer and 

spring, the diet of N. puber mainly contains bivalves, while in winter, it mainly feeds 

on gastropods (Freire and Gonzalez-Gurriaran, 1995). The same authors observed an 

increase in the consumption of fish (by scavenging), molluscs and Brachyura with 

size, while there were no significant diet differences between male and female 

individuals.    

The benthopelagic fish pouting (Trisopterus luscus) and cod (Gadus morhua) 

aggregate around offshore wind turbines in the BPNS (Reubens et al., 2011, 2013a). 

Pouting (Fig. 1.13A) occurs in the North Sea, the Mediterranean Sea, at the British 

Isles and along the Northwest African coast (Cohen et al., 1990). It is omnivorous, 

mainly feeding on benthic crustacean (Hamerlynck and Hostens, 1993).  

Cod (Fig. 1.13B) is one of the most important fish species on the planet (Link and 

Garrison, 2002) regarding its historical and cultural importance (Jensen, 1972). It is a 

highly valued commercial species that has been heavily exploited, leading to a 

significant decrease of its stocks (e.g. Murawski et al., 1997; Link and Garrison, 2002; 

ICES, 2010). The North Sea spawning stock of cod is also continuously declining, 

while the recruitment remains poor since 1998 (ICES, 2019). ICES (2019) recommends 

that the 2020 North Sea cod catch should not exceed 10457 metric tons, which is 70 

% less than the total allowable catch for 2019. Research has indicated that the fishing 

mortality rates are equivalent to those evoked by climate drivers (Frank et al., 2016). 

Ocean warming causes mismatches of the time of occurrence between cod larvae 

and their prey items, leading to larval starvation (Klein et al., 2017). Cod occurs in the 

entire North Atlantic Ocean and it is distributed in a variety of different habitats 

(Cohen et al., 1990). It is an omnivorous and opportunistic feeder, with its juveniles 

mainly feeding on crustaceans, while older specimens feed on other fish (Link and 

Garrison, 2002). 

The sculpin Myoxocephalus scorpioides (Fig. 1.13C) is a common benthic species that 

has a wide distribution, from temperate waters up in to the high Arctic (Robins and 

Ray, 1986). This species is a generalist opportunistic feeder (Link and Almeida, 2002), 

consuming macroinvertebrates and other fish specimens (Cui et al., 2012). 
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The pelagic fish horse mackerel (Trachurus trachurus) and mackerel (Scomber 

scombrus) have been found in close proximity to artificial hard substrates in the BPNS 

(Reubens et al., 2011). Horse mackerels (Fig. 1.13D) are found from the tropical to 

the temperate east Atlantic and Mediterranean Sea (Smith-Vaniz, 1986), where it is 

also targeted by fisheries for human consumption (Rumolo et al., 2017). They feed 

on zooplankton (Hecht, 1990), but also on non-plaktonic crustaceans and small fish 

(Bayhan and Sever, 2009). Mackerels (Fig. 1.13E), on the other hand, are widely 

distributed along the North Atlantic Ocean (Jansen et al., 2016) and are major 

consumers of zooplankton and at a smaller extent of small fish (Bachiller et al., 2018). 

They are opportunistic feeders, ingesting their prey either by biting or by filter 

feeding (Macy et al., 1998), while their diet varies annually, seasonally, diurnally and 

spatially (Óskarsson et al., 2015).  

 

 

 

 
Figure 1.13: Fish species under study. A: Trisopterus luscus (pouting – source: Biopix: Sloth, 

N.), B: Gadus morhua (cod - source: Dieter Craasmann), C: Myoxocephalus scorpioides 

(sculpin – source: Wikipedia), D: Trachurus trachurus (horse mackerel – source: 

www.fishbase.org, photo by JJPhoto), E: Scomber scombrus (mackerel – source: Biopix: 

Schou, J. C.). 
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1.5 Thesis outline and main objectives 

Currently, thousands of offshore wind turbines have been installed in the North Sea, 

and even more are planned, licensed and/or under construction (Soma et al., 2019). 

These foundations are established in soft bottom areas that are already affected by 

human activities, such as dredging, fisheries, etc. However, the installation of offshore 

wind foundations induces further changes to the marine environment and influences 

the local biodiversity and ecosystem functioning (Andersson et al., 2009).  

The aim of this thesis was to investigate the impact of OWFs on the local food web 

properties by examining different aspects of the trophic niche of colonising 

assemblages, invertebrate and vertebrate species. Resource partitioning, diet 

composition, carbon assimilation and the attraction-production debate were also 

investigated. The different aspects and chapters of this thesis are presented in Figure 

1.14. Apart from the general introduction (Chapter 1) and the general discussion 

(Chapter 6), specific research questions and the detailed scientific results of this thesis 

are divided in four chapters, which are stand-alone research articles that are 

published, under review or in preparation. This thesis is structured around one main 

theme: the impact of OWFs in the local food web properties. This is examined both 

at a detailed level and at a larger scale, with each scale subdivided into two chapters. 

 
Figure 1.14: Schematic overview of the different chapters of this thesis. 
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Chapter 2 – Food web structure along the depth gradient of an offshore wind 

turbine 

In this study, insights of the food web structure of colonising assemblages from 

different zones along the depth gradient of an offshore wind foundation are 

provided. Stable isotope data are used to create isotopic niches and identify whether 

resource partitioning is the mechanism allowing the co-existence of the dense 

colonising assemblages. Food web complexity is linked with areas where organic 

matter accumulation occurs, such as the scour protection layer and the soft substrate 

surrounding these foundations. This indicates that there is higher food quality and 

quantity in these zones, and thus, they can accommodate organisms with a wide 

range of trophic levels. Furthermore, resource partitioning was observed within and 

between the colonising assemblages of the deeper zones. This led to the next 

research question, which is to identify whether the colonising organisms exhibit 

trophic plasticity, which may allow for the resource partitioning found in this chapter. 

 

Chapter 3 – Isotopic niches of co-existing invertebrate species 

In Chapter 3, the feeding habits of invertebrate species that occur in more than one 

zones along the depth gradient were examined to investigate whether trophic 

plasticity is the key mechanism allowing for their wide vertical distribution and 

survival in a competitive environment. Isotopic niches and diet composition of the 

same species found in different zones are examined. Stable isotope analysis allowed 

for the investigation of the isotopic niches. The results of this study indicated that 

most of the species found at an offshore wind turbine are trophic generalists, 

exploiting different resources in different zones. Thus, even though the water column 

in the area is well mixed, dietary differences can arise, allowing for the co-existence 

of many individuals in a limited space.  

 

Chapter 4 – Carbon assimilation by colonising assemblages 

Once the resource partitioning and trophic plasticity of the species associated with 

the offshore wind farms are confirmed, it is crucial to investigate which of these 
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organisms are processing the highest amount of the organic matter in the area. Thus, 

the carbon assimilation by different colonising organisms was estimated to calculate 

the amount of the primary producer standing stock that is grazed upon by these 

organisms. This allowed for the identification of the key species that play the most 

important role in the reduction of the organic carbon in the area. Labelling 

experiments were conducted, where colonising assemblages were incubated in 

experimental tanks containing labelled fragmented algae. This ex-situ study provided 

valuable information on the way the organic matter is processed by colonising 

organisms. The results of this experiment were upscaled to the total number of 

offshore wind turbines in the BPNS in order to estimate the percentage of the 

reduction of primary producer standing stock caused by the increased abundances 

of colonising organisms. Finally, the ratio turbine/sediment was estimated to 

calculate the additional amount of carbon that is assimilated by the colonising fauna 

due to the establishment of one foundation. 

 

Chapter 5 – Diet composition of fish species around an offshore wind turbine 

The high densities of colonising organisms on the OWFs attract mobile predators, 

such as fish. In this chapter, the short- and the long-term diet composition of fish 

species associated with offshore wind turbines are investigated. The short-term diet 

composition was examined by conducting stomach content analysis, while the time-

integrated dietary analysis was shown with the use of stable isotopes. These two 

techniques were compared in order to acquire information on whether the fish 

species remain in the area to feed for a prolonged period of time or whether they 

opportunistically take advantage of the enhanced resource availability while passing 

by the OWF areas.  

 

Finally, in Chapter 6 (General Discussion), the results of the different chapters are 

discussed, aiming to unravel the complex aspects of the food web structure of the 

offshore wind foundations and the trophic ecology of the species found there. The 

results of this thesis are examined under the prism of the construction of many more 

turbines in the future of the North Sea. Recommendations for future research 



42  Chapter 1 

directions on the food web structure of species at offshore wind turbines and/or 

other artificial reefs are also provided. 

This study provides crucial knowledge on the impact of offshore wind farms on the 

local food web properties, focusing on the trophic ecology of the assemblages and 

species associated with these foundations. The diet composition of vertebrate and 

invertebrate species was investigated, while the carbon assimilation by invertebrate 

colonising fauna was estimated. Upscaling the results of this thesis to the multiple 

turbines that have already been and will be constructed in the North Sea might allow 

for the understanding of the effects of these structures on the ecosystem and the 

trophic ecology of the marine fauna. 
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Chapter 1 

Functional differences in trophic structure of offshore wind 

farm communities: a stable isotope study 

 

This chapter is a modified version of the paper published as: Mavraki, N., Degraer, S., 

Moens, T., Vanaverbeke, J. (2020). Functional differences in trophic structure of 

offshore wind farm communities: A stable isotope study. Marine Environmental 

Research, 157; 104868. 

 

Author contributions: NM conducted the sampling, sample preparation, data analysis 

and wrote the manuscript. JV guided the data analysis and the writing. TM and SD 

provided valuable suggestions for improving the content of the manuscript. 

 

Abstract 

The proliferation of offshore wind energy installations causes a local change in 

biodiversity because these structures become heavily colonised by large quantities 

of colonising fauna, attract large mobile crustaceans and fish, and alter the 

macrofaunal communities in the soft sediments surrounding the wind turbines. Here, 

we analysed the stable isotope signals (δ13C and δ15N) of the faunal communities 

associated with a wind turbine, its scour protection layer (SPL) and the surrounding 

soft sediments. We hypothesised that structural differences in community 

composition would be reflected in food web complexity and that resource 

partitioning could be one of the mechanisms contributing to the co-existence of such 

dense communities. Sampling was conducted at a gravity-based foundation in the 

Belgian part of the North Sea, where both sessile and mobile organisms were 

collected along the depth gradient of the turbine, the SPL and the surrounding soft 

substrate. The results indicated that the structural differences of the communities are 

reflected in the food web complexity as indicated by the trophic niche size, the 

trophic diversity and the redundancy of the communities along the depth gradient. 

Higher food web complexity was associated with zones where high accumulation of 

organic matter occurs (soft substrate and SPL). Low food web complexity was 
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observed in depth zones that are dominated by sessile suspension-feeding 

organisms (intertidal and Mytilus zone). The high trophic diversity and low 

redundancy observed within the trophic clusters of the soft substrate and the 

Metridium zone indicated that resource partitioning can be a mechanism allowing 

the co-existence of large densities of a wide variety of species.  
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2.1 Introduction 

As a contribution to the mitigation of climate change, there has been an increasing 

installation of offshore wind farms (OWFs) to generate renewable energy. By 2018, 

15.8 GW capacity, corresponding to 4149 offshore wind turbines, had been installed 

in European marine waters (Kirchgeorg et al., 2018), and this capacity is expected to 

increase to 70 GW by 2030, with most of it (48 GW) being produced by the offshore 

wind farms in the North Sea (WindEurope, 2018). This will result in a further addition 

of hard substrate into otherwise soft-bottom areas (Lindeboom et al., 2011). 

The increase of man-made structures at sea also leads to an alteration of the 

composition of the biological communities at and around offshore wind farm 

installations with a particular increase in the biomass and density of filter feeders 

(Lindeboom et al., 2011) and other colonising species (Slavik et al., 2019). Colonising 

organisms form dense communities and develop a clear inter- and subtidal vertical 

zonation along the depth gradient of the OWF foundations (Krone et al., 2013a; De 

Mesel et al., 2015). In southern North Sea waters, both the intertidal and the subtidal 

parts of the turbines are densely colonised by 26 and 80 different species, 

respectively (De Mesel et al., 2015). The intertidal zone is colonised by typical 

intertidal species, such as the barnacle Semibalanus balanoides (De Mesel et al., 

2015). The upper subtidal meters of the turbines become densely populated by the 

blue mussel Mytilus edulis, a phenomenon called “Mytilusation” because of its 

predominance on constructions at sea (Krone et al., 2013a). Below the mussel zone, 

there is a zone dominated by the amphipod Jassa herdmani, while the anemone 

Metridium senile is abundantly present at the lower parts of the piles (Lindeboom et 

al., 2011; Krone et al., 2013a; De Mesel et al., 2015). Finally, the scour protection layer 

(SPL) surrounding the turbine accommodates a variety of species (Langhamer, 2012), 

including cod Gadus morhua and pouting Trisopterus luscus (Reubens et al., 2011). 

The macrofaunal communities in the (usually) soft sediments surrounding the scour 

protection layer exhibit an increased abundance and species richness in response to 

the deposition of faecal pellets and detritus by the colonising fauna (Coates et al., 

2014). The presence of offshore wind farms can also affect ecosystem functioning, 

with the increased abundance of Mytilus edulis altering the pelagic primary 

productivity, by reducing the concentration of phytoplankton (Maar et al., 2007; 
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Slavik et al., 2019). This reduction affects both the benthic and the colonising 

communities, with the latter influencing both the basis of the marine food web and 

the local biogeochemical cycling (Slavik et al., 2019). Moreover, the water column 

close to the offshore wind turbines is affected by the resuspension of sediment 

organic matter, which causes suspended particulate organic matter plumes (Baeye 

and Fettweis, 2015).  

As colonising communities on wind turbines are characterised by the co-existence of 

large densities of a variety of species, competition for food may play an important 

role in structuring these communities (Richoux and Ndhlovu, 2015). However, 

resource partitioning may allow for the co-existence of multiple species (Pianka, 

1974). Resource partitioning is the division of limited resources amongst different 

species to avoid trophic competition (Ross, 1986). Resource differentiation among 

assemblages associated with the offshore wind turbines can be assessed by studying 

their trophic niche through stable isotope analysis (SIA) (Peterson and Fry, 1987; 

Newsome et al., 2007). A trophic niche represents all the trophic interactions that link 

a species to others in the ecosystem (Elton, 1927). In other words, it is a 

representation of its overall trophic role (Leibold, 1995). By studying the trophic 

niches of the different colonising communities, we can acquire information about 

the food source preferences and trophic levels of the organisms composing these 

communities and investigate their trophic diversity. In order to examine the trophic 

niche, we need to estimate the isotopic niche, which provides information on the 

resource utilization and trophic level of a species and is therefore an approximation 

of its trophic niche (Newsome et al., 2007; Jackson et al., 2011). Isotopic data are 

presented as bi-plots, where the isotopic values (δ-values) of animal tissues are 

represented in δ-space, delineating the isotopic niche of a species (Newsome et al., 

2007).  

The structural differences in communities associated with offshore wind farms may 

well have extended effects on ecological relationships and food webs (Langhamer, 

2012). In this study, we sampled the colonising assemblages of all depth zones of a 

wind turbine in the Belgian part of the North Sea (BPNS), as well as the scour 

protection layer and the soft sediments surrounding the turbine to test the following 

two hypotheses: (1) differences in the structural community composition along the 
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depth gradient of a wind turbine are reflected in the trophic characteristics of these 

communities, and (2) food resource partitioning is an important mechanism 

promoting the co-existence of colonising species within depth zones. To our 

knowledge, this is the first investigation of the trophic structure of the assemblages 

associated with offshore wind farms with the use of stable isotope analysis. 

 

2.2 Methodology 

2.2.1 Sampling 

Sampling was conducted at a gravity-based wind turbine (D6, coordinates: 51◦ 

33.04’N - 02◦ 55.42’E) in the C-Power offshore wind farm on the Thornton Bank, in 

the Belgian part of the North Sea (BPNS) in August 2016 and August 2017. This was 

the first wind farm constructed in the BPNS, where the first 6 gravity-based 

foundation turbines were installed in spring 2008 (Degraer et al., 2010). The tidal 

range at the area is 4 - 5 m during spring tide (Van den Eynde et al., 2010). The 

location and turbine were selected based on the data availability on the communities 

of colonising fauna, the scour protection layer and in the surrounding sediments 

(Reubens et al., 2011; Coates et al., 2014; De Mesel et al., 2015). The age of the wind 

farm was an additional argument, since we aimed to investigate a community in an 

advanced successional stage. We focused on one gravity-based wind turbine and 

one season because of the logistic effort associated with sampling within offshore 

wind farms in highly dynamical conditions. However, it has been shown that similar 

colonisation patterns are observed on all the gravity-based turbines in the area (De 

Mesel et al., 2013), and hence, we believe that our samples represent the typical 

colonising communities attached to such turbine foundations. 

Organisms living along the depth gradient on the wind turbine, on the scour 

protection layer and inhabiting the surrounding sediments (Fig. 2.1), as well as 

benthopelagic, benthic and pelagic fish near the turbine were collected. Along the 

subtidal parts of the turbine, colonising organisms were collected for community 

composition and stable isotope analyses at different depths corresponding to the 

dominant colonising taxa by scraping (25 x 25 cm quadrat/frame) by scientific divers: 

(a) Mytilus zone (5 m depth; 2 scrape replicates), (b) Jassa zone (~ 8.5 m depth; 3 
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scrape replicates), (c) Metridium zone (15 and 25 m depth; 2 x 3 scrape replicates). 

Three rocks (~ 15 cm length, 10 cm width and 5 cm height – completely scraped) 

were collected from the scour protection layer and two sediment samples from the 

surrounding soft sediments were taken using an airlift suction device to collect the 

upper 5 cm of sediment from within a 25 x 25 cm frame. The different numbers of 

replicates between the zones are a result of the practical limitations linked to the 

restricted diving time available. Finally, non-quantitative scrape samples (i.e. the 

sampling surface differed between the samples because of practical constraints 

linked to sampling from an inflatable boat) of the intertidal community were 

collected at low and at high tide from a detached rigid-hulled inflatable boat. The 

intertidal samples were used only for the stable isotope analysis. Benthopelagic and 

pelagic fish were caught by line-fishing (hooks: Arca, size: 2 and 4, bait: Arenicola 

marina), while spear-fishing was conducted at the SPL for the collection of the 

benthic fish species. Line-fishing was conducted at two different depths - above the 

SPL and at midwater (~ 10 m) - to collect the benthopelagic and pelagic species, 

respectively. Large crustaceans, such as lobsters and crabs, were hand-picked by 

scientific divers along the depth gradient. Organisms were identified to the lowest 

taxonomic level possible. Whenever possible, five individuals per species from each 

zone were subsampled from the replicate scrape samples and stored for stable 

isotope analysis, while the rest was preserved for the community composition 

analysis (see below). Macrofaunal organisms for stable isotope analysis were starved 

in filtered seawater overnight to allow gut evacuation (Nilsen et al., 2008). Large 

organisms, such as fish and lobsters, were killed on site and specific muscle tissues 

(see section 2.2.2) were sampled for stable isotope analysis. Large crustaceans were 

freeze-killed (Zhang et al., 2018), while fish were sacrificed by pithing with a metal 

rod (Kadye and Booth, 2012). 

All samples for stable isotope analysis (whole organisms or muscles) were stored at 

-20⁰C until further processing. The remaining organisms for the community 

composition analysis were stored in different buckets per zone and replicate in a 

formaldehyde-seawater solution (8%). In the lab, the species for the community 

composition analysis were sieved through a 1 mm sieve in order to separate the 

macrofaunal organisms from the meio- and microfauna. The macrofaunal organisms 
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were subsequently identified under a stereomicroscope to the lowest taxonomic 

level possible and counted (see 2.2.3). 

  

2.2.2 Stable isotope analysis 

Entire individuals of small invertebrates, such as amphipods, polychaetes, crabs (De 

Smet et al., 2015) and sponges (Renaud et al., 2015) were processed for stable 

isotope analysis (SIA) after an overnight gut evacuation in vials containing filtered 

sea-water. For large invertebrates and for vertebrates, parts of their muscles were 

extracted: cheliped muscle from large decapods (Reid et al., 2016), peristomial 

membrane from sea stars and brittle stars (Andrade et al., 2016), foot from bivalves 

(Richoux and Ndhlovu, 2015) and dorsal muscle from fish (Hertz et al., 2017). 

Individuals of similar size per species were selected, hence size-specific shifts in diet 

 
Figure 2.1: The different community depth zones formed along a gravity-based wind 

turbine. 
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were not considered here (Cresson et al., 2016). We tried to analyse at least three 

replicates per species, but this was not always possible for all the taxa in each zone. 

Individuals and muscle samples were rinsed with milli-Q water to remove salts (Nilsen 

et al., 2008) and dried overnight at 60°C. Subsequently, samples were pulverized 

using a pestle and mortar, homogenized, and depending on the sample type, 1 mg 

of dried sample was either acidified or not. Organisms lacking calcareous structures 

do not require acidification; hence ca 1 mg of the dried sample was immediately 

encapsulated into Sn capsules (8 x 5 mm, Elemental Microanalysis UK), weighed and 

stored dry until further analysis. The organisms with calcareous structures, such as 

amphipods, crabs and isopods, were pulverised and then their dried tissues were 

subsampled; one subsample (for δ13C analysis) was transferred to Ag capsules (8 x 5 

mm, Elemental Microanalysis UK) and the other (for δ15N analysis) to Sn capsules. 

The first subsample was further processed by adding 1% HCl “drop-by-drop” until 

CO2 was eliminated (Jacob et al., 2005), since acidification removes the carbonates 

from organisms with such calcareous structures (Vafeiadou et al., 2013). The second 

subsample was not acidified, since acidification may affect the organic matter δ15N 

(Goering et al., 1990; Bunn et al., 1995). The acidified sample was subsequently rinsed 

with distilled water, dried again, closed and stored in multiwell Microtitre plates in a 

desiccator until further analysis. When the weight of the organisms was not sufficient 

to prepare two subsamples, more individuals of the same species and depth zone 

were pooled to provide enough dry tissue.  

The samples were analysed at the UC Davis Stable Isotope Facility (University of 

California, USA) using a PDZ Europa ANCA-GSL elemental analyser, interfaced to a 

continuous flow isotope ratio mass spectrometer (Sercon Ltd., Cheshire, UK). The 

results are expressed in the standard delta (δ) notation in parts per thousand (‰) 

according to the following equation: 

δX = [(RSample / RStandard) – 1] x 103 

where X is 13C or 15N and R is the corresponding ratio of 13C/12C or 15N/14N.  
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2.2.3 Data analysis 

Differences in community composition between the different subtidal depth zones 

were visualised using non-metric multi-dimensional scaling (MDS) and analysed 

using one-way analysis of similarity (ANOSIM). Species abundance data were square-

root transformed before calculating a Bray-Curtis similarity matrix. Colonial 

organisms, such as sponges, were not included in the analysis, since they could not 

be individually counted (Boaventura et al., 1999; Carvalho et al., 2013). Data collected 

in the intertidal zone were not incorporated in this analysis since the sampling 

strategy was different (see 2.2.1). Following a significant ANOSIM result, pair-wise 

tests were conducted to test the differences in species composition between every 

subtidal zone. ANOSIM and MDS were performed using the PRIMER-E package 

(Clarke and Gorley, 2006). 

In order to investigate whether differences in community composition were reflected 

in differences in food web structure along the depth gradient of a wind turbine, at 

the scour protection layer and in the surrounding sediment, we used a combination 

of a classical and a more integrative approach. The classical approach involved the 

clustering of species into isotopic groups, while the integrative approach estimated 

community-wide metrics by using Bayesian statistics. Following De Smet et al. (2015), 

Cresson et al. (2016) and Bell et al. (2016), we allocated the species to clusters 

according to their isotopic signatures. This allows for the allocation of the organisms 

according to their feeding preferences, as revealed by their isotopic signatures, and 

not according to their feeding types based on literature (as indicated by feeding 

traits). We used the similarity profile (SIMPROF) permutation tests based on 

Euclidean distance (Whitaker and Christman, 2015) to cluster species in groups with 

similar isotopic signatures (De Smet et al., 2015; Cresson et al., 2016). This resulted in 

the delineation of ‘trophic clusters’, irrespective of species identity, zone and feeding 

trait. These trophic clusters were subsequently used to investigate the isotopic niches 

of the different communities found in different zones (see below). In addition, all 

species were allocated to feeding types based on De Smet et al. (2015) and the World 

Register of Marine Species (WoRMS; http://www.marinespecies.org/) in order to 

investigate whether species with the same feeding traits indeed belong to the same 

isotopic cluster. The invertebrate species were categorized as either predators, 

http://www.marinespecies.org/
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suspension feeders, deposit feeders, suspension/deposit feeders, grazers, omnivores, 

omnivores/predators/scavengers or suspension feeders/scavengers. Fish formed 

one separate category, since all fish species in our study were predators and a 

separation between invertebrate and vertebrate predators was necessary to reflect 

ecological differences between fish and invertebrate species.  

For the comparison of the isotopic niches of the assemblages sampled in the six 

zones, we estimated the standard ellipse areas (SEAs, ‰2) using the trophic clusters 

produced by SIMPROF as input. By doing so, we used the prevailing functional 

entities (trophic clusters) in order to estimate the isotopic niche of the assemblages 

sampled from every sampling zone, rather than starting our analysis from structural 

characteristics (species identity) or from a literature-derived (trophic groups) basis. 

In addition, this allowed us to make maximum use of the available data, since we 

were able to make use of data collected from species that were not sampled in 

sufficient numbers (at least three individuals) by allocating them to trophic clusters 

in order to generate the ellipses. However, some trophic clusters (i.e. cluster A from 

the Jassa zone and the soft substrate, cluster K from the intertidal, etc.) were not 

included in the Bayesian analysis as they consisted of less than three individuals in 

the respective depth zones. 

The benthic and benthopelagic fish species were allocated to the scour protection 

layer, since the species in our study are highly associated with rocky bottoms (Nickell 

and Sayer, 1998; Smith, 2014; Barrett et al., 2018) and they were collected from inside 

and just above the scour protection layer. Specifically, the benthopelagic Gadus 

morhua and Trisopterus luscus have higher densities (up to 37 times) above the scour 

protection layer in comparison to the surrounding soft sediment (Couperus et al., 

2010). The pelagic species Trachurus trachurus was allocated to the Jassa zone, since 

stomach content analysis has shown that this species mainly feeds on the amphipod 

Jassa herdmani (Mavraki et al., in prep.). However, we do acknowledge that it is a 

highly mobile species and it could have been feeding on other subtidal zones as well.  

SEA provides an estimate of the trophic niche space occupied by the members of a 

community (Layman et al., 2007a; Jackson et al., 2011). As SEAs can be sensitive to 

small sample sizes (Brind’Amour and Dubois, 2013), both SEAC (the corresponding 
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metric corrected for small sample size) and the Bayesian estimation of ellipse size 

SEAB were calculated. SEAC was used to estimate the trophic niche overlap among 

the communities sampled from different zones. SEAB illustrates the total amount of 

niche space that can be occupied by a community (Demopoulos et al., 2017) and can 

be used for the probabilistic comparison of the isotopic niches between the different 

communities (Jackson et al., 2011). Trophic structure – in terms of trophic diversity 

and trophic redundancy – of the communities from the different zones was 

investigated by calculating six quantitative community-wide Layman metrics using 

mean carbon and nitrogen isotope ratios of the consumers (Layman et al., 2007a). 

Trophic diversity is reflected by (1) δ15N range (NR), which represents the vertical 

food web structure and indicates the length of the trophic chain and hence the 

diversity of trophic levels, (2) δ13C range (CR), which represents the niche 

diversification with respect to the food sources; higher CR reflects the utilization of a 

broader spectrum of food sources; (3) total area (TA), which is the convex hull area 

and reflects the total niche space occupied by the members of a community; and (4) 

mean distance to centroid (CD), which is the mean Euclidean distance of the isotopic 

signature of each specimen from the δ15N-δ13C centroid and is a proxy of the trophic 

diversity of the investigated food web. Trophic redundancy, then, is characterised by 

(5) the mean nearest neighbour distance (MNND), which is the mean Euclidean 

distance in the bivariate isotopic space of each specimen to its nearest neighbour, 

and as such reflects the average trophic (dis)similarity of specimens; and (6) the 

standard deviation of nearest neighbour distance (SDNND), which is calculated as 

the standard deviation of these Euclidean distances and is a measure of the evenness 

of the spatial density and packing of the specimens in the isotopic space. Low MNND 

values (increased trophic redundancy) are an indication of food webs with a large 

proportion of species characterised by similar trophic ecologies, while low SDNND 

values suggest more even distribution of the isotopic niches (Layman et al., 2007a). 

The probabilities that any of these metrics in one depth zone is higher than the same 

metric in other zones were also calculated. 

In a next step, we wanted to investigate whether the organisms belonging to the 

same trophic cluster and zone partition resources. Here again, we generated 

standard ellipse areas corrected for small sample sizes (SEAC) for every trophic cluster 
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of each zone. Since these ellipses are made up of isotopically separated trophic 

clusters, we expected no or very small overlap between them within a zone. In order 

to investigate the resource partitioning within the trophic clusters of every zone, we 

calculated the Layman indices CD, MNND and SDNND (see above). Relatively high 

values of these indices indicate resource partitioning, while relatively low values are 

an indication of competition for the available food sources. All trophic clusters were 

included in the analysis for the standard ellipse areas in order to investigate their 

position in the isotopic spaces of the different zones. For the Layman indices, only 

the trophic clusters that had more than 5 replicates per zone were included in the 

model, since trophic clusters with less than 5 replicates showed very narrow 

distributions in isotopic space and their Layman indices were always 0, which was 

caused by their similar isotopic signatures (Layman et al., 2007a). All isotopic metrics 

were calculated using the SIBER package (Jackson et al., 2011) in R (R Development 

Core Team, 2013). 

 

2.3. Results 

2.3.1 Community composition  

The ANOSIM analysis revealed significant differences in community composition 

between different subtidal depth zones (Fig. A1.1 - Global R = 0.641, P = 0.001), 

particularly between communities inhabiting the soft substrate and those found in 

the other zones, but also between the scour protection layer and most of the other 

communities (Table 2.1). The least dissimilar communities (pairwise R = 0.531) were 

those from the Metridium zone and the scour protection layer (SPL).  
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2.3.2 Isotopic signatures 

The δ13C values of 478 individuals belonging to 46 invertebrate and 8 vertebrate taxa 

(Table A1.1) ranged between -23.2 ± 2.5 ‰ (individuals of the brittle star Ophiothrix 

fragilis from the Jassa zone) and -8.3 ‰ (one individual of the nudibranch species 2 

from the Jassa zone). δ15N values (Fig. 2.2) ranged between 9.9 ± 0.5 ‰ (individuals 

of the hydroid Tubularia indivisa from the Mytilus zone) and 18.4 ± 1.7 ‰ (individuals 

of the fish species Myoxocephalus scorpioides from the scour protection layer).  

 

2.3.3 Trophic clusters 

The SIMPROF analysis revealed the existence of 14 significantly different trophic 

clusters (Table A1.2), which did not coincide with the depth zones nor with the 

feeding groups nor with a combination of these two factors. Two trophic groups 

(clusters C and D) consisted of only fish and/or predatory invertebrate species. While 

cluster D consisted only of three individuals of the fish species Myoxocephalus 

scorpioides from the SPL, cluster C included vertebrate and invertebrate predators 

originating from 4 zones (SPL, Jassa, and Metridium zones, and soft substrate). One 

trophic cluster (K) consisted of suspension feeders from 2 zones (intertidal and 

Mytilus). However, some trophic clusters comprised a variety of different feeding 

traits. Cluster G, for instance, contained one fish species, suspension feeders,  

Table 2.1: Results of ANOSIM pair-wise tests. Global R = 0.641, P = 0.001. 

 

Groups R statistic 

Mytilus, Jassa 0.583 

Mytilus, Metridium 0.542 

Mytilus, Scour protection layer 0.917 

Mytilus, Soft substrate 1.000 

Jassa, Metridium 0.549 

Jassa, Scour protection layer 1.000 

Jassa, Soft substrate 1.000 

Metridium, Scour protection layer 0.531 

Metridium, Soft substrate 0.906 

Scour protection layer, Soft substrate 1.000 
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invertebrate predators and omnivores/predators/scavengers from 5 depth zones 

(Mytilus, Jassa, Metridium, SPL and soft substrate), while cluster N consisted of 

invertebrate predators, suspension feeders, grazers, deposit feeders, 

scavengers/suspension feeders and omnivores from 3 zones (intertidal, Metridium 

zone and soft substrate). 

Lowest δ13C values were found in cluster B (min. = -27.8 ‰, max. = -24.8 ‰) 

consisting of deposit/suspension feeders, suspension feeders and 

omnivores/predators/scavengers from 4 zones (Mytilus, Jassa, Metridium and SPL). 

δ15N values in this cluster were also low (min. = 11.2 ‰, max. = 13.4 ‰). Highest 

δ13C values were found in cluster A (min. = -9.6 ‰, max. = -8.3 ‰), which consisted 

of a predator from the Jassa zone and a deposit/suspension feeder from the soft 

substrate. The values of δ15N of cluster A were low (min. = 12.8 ‰, max. = 13.3 ‰). 

However, the lowest δ15N values were found in cluster K (min. = 9.1 ‰, max. = 10.7 

‰). The δ13C values of this cluster were intermediate (min. = -19.0 ‰, max. = -18.3 

‰). Highest δ15N values were found in the monospecific cluster D (Myoxocephalus 

scorpioides) from the SPL. Individuals of some species, such as the anemone 

Diadumene cincta, grouped in one specific cluster (F) independent of the zone of 

collection. However, most of the species were distributed over multiple clusters; 

some species, such as the polychaete Eulalia viridis, were found in different clusters 

according to their sampling zone. Others, such as the blue mussel Mytilus edulis, were 

spread over the clusters independent of the depth zone they were sampled in. 

 

2.3.4 Food web structure within sampling zones 

The number of the trophic clusters per zone did not differ much: the intertidal zone 

consisted of 8 trophic clusters; 9 trophic clusters were found in the Mytilus, 

Metridium, scour protection layer and soft substrate, while 10 were present in the 

Jassa zone (Table 2.2, Fig. 2.3). Most of the clusters were present at all zones, while 

cluster D (comprising three individuals of the fish Myoxocephalus scorpioides) was 

present only at the SPL. Cluster K (suspension feeding species, such as Tubularia 

indivisa and Mytilus edulis) was restricted to the upper zones of the turbine (intertidal 

and Mytilus zone). Cluster N had a relatively large SEAC (9.00 ‰2) at the soft 

substrate and was elongated along the x-axis (from δ13C~ -11.6 to ~ -16.8 ‰). In the 
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intertidal, this cluster had fewer members, smaller SEAC (1.90 ‰2) and occupied a 

smaller δ13C range (~ -14 to ~ -16.6 ‰). At the same time, cluster G (comprising a 

variety of species such as Metridium senile, Homarus gammarus, Harmothoe 

extenuata and Trachurus trachurus) was vertically elongated when found in the Jassa 

zone and the SPL and horizontally elongated when found in the Mytilus, the 

Metridium and the soft substrate zones. 

Table 2.2: Total convex hull area (TA), standard ellipse area (SEA) and small sample size 

corrected standard ellipse area (SEAC) of the trophic clusters in the different communities 

formed at the different zones. 

 
Zone Trophic Clusters TA SEA SEAC 

Intertidal 

F NA NA NA 

H 0.73 0.36 0.39 

I NA NA NA 

J 0.42 0.21 0.23 

K NA NA NA 

L 0.12 0.22 0.44 

M 2.10 1.30 1.48 

N 1.53 1.43 1.90 

Mytilus 

B NA NA NA 

F 3.22 0.92 0.96 

G 0.78 1.41 2.81 

H 0.82 0.37 0.38 

I NA NA NA 

J 0.58 0.26 0.27 

K 0.41 0.50 0.75 

L 0.87 0.45 0.52 

M 0.32 0.50 0.60 

Jassa 

A NA NA NA 

B NA NA NA 

C 0.10 0.18 0.35 

E NA NA NA 

F 2.71 0.91 0.96 

G 0.18 0.32 0.64 

H 0.16 0.09 0.11 

J NA NA NA 

L NA NA NA 

M 4.05 2.18 2.50 

Metridium 

B NA NA NA 

C NA NA NA 

F 0.40 0.39 0.51 

G 2.42 0.98 1.06 

H 1.30 0.91 1.10 

J 0.01 0.02 0.05 

L NA NA NA 

M 3.57 2.88 3.61 

N NA NA NA 
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Overall, the trophic diversity (CD) and the trophic redundancy (MNND and SDNND 

values) differed within the trophic clusters of the different zones (Table 2.3). The 

largest trophic diversity was found for the trophic clusters in the Metridium zone and 

the soft substrate, while  the largest absolute trophic redundancy values were 

observed for the trophic clusters at the soft substrate. In contrast, the trophic clusters 

of the Mytilus zone had the lowest absolute trophic diversity and redundancy values. 

The lowest absolute trophic diversity (CD - 0.46) and trophic redundancy values 

(MNND - 0.59 and SDNND - 0.22) were observed for the trophic cluster F in the 

Mytilus zone that consisted of different species, including Metridium senile, 

Harmothoe extenuata and Diadumene cincta (Table 2.3). The largest absolute trophic 

diversity (CD - 2.00) and trophic redundancy values (MNND - 2.60 and SDNND - 1.02) 

were observed for the trophic cluster N from the soft substrate comprising different 

species, such as Necora puber, Jassa herdmani and Pinnotheres pisum. The trophic 

cluster M, consisting of a variety of species in every zone, showed the highest trophic 

diversity and redundancy values in every zone, except for the soft substrate and the 

Mytilus zone. In the Mytilus zone, the largest trophic diversity and redundancy were 

observed for the trophic cluster L, which consisted of different species, such as 

Crepidula fornicata, Pilumnus hirtellus and Ophiothrix fragilis.  

 

  

Scour protection 

layer 

B NA NA NA 

C 2.52 0.98 1.04 

D 0.09 0.16 0.31 

E NA NA NA 

F 0.68 0.39 0.45 

G 0.55 0.78 1.17 

H 0.03 0.03 0.03 

L NA NA NA 

M 2.06 1.12 1.21 

Soft substrate 

A NA NA NA 

C 0.81 0.57 0.68 

F 2.81 1.04 1.12 

G 0.91 0.51 0.58 

H 0.85 0.42 0.46 

J 0.06 0.08 0.12 

L 0.52 0.41 0.55 

M 2.77 1.31 1.46 

N 9.94 7.20 9.00 
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2.3.5 Comparison of trophic structure between zones 

Standard ellipse areas corrected for small sample sizes (SEAC) indicated differences 

in the sizes of the isotopic niches between the different depth zones (Fig. 2.4). The 

smallest SEAC was observed in the Mytilus zone (4.14  ‰2), followed by the intertidal 

(4.31 ‰2) (Table 2.4). The largest SEAC was observed for the soft substrate (12.63 

‰2) and mainly reflected a broader range  along the x-axis (δ13C). The most 

elongated SEAC along the y-axis was observed for the SPL, which exhibited the 

second largest isotopic niche space (9.54 ‰2).  

Table 2.3: Mean values of the Layman community-wide metrics mean distance to centroid 

(CD), mean nearest neighbour distance (MNND) and standard deviation of the nearest 

neighbour distance (SDNND) for every trophic cluster that had more than five replicates 

per zone. 
 

Zone Cluster CD MNND SDNND 

Intertidal 

H 0.78 1.00 0.37 

J 0.85 1.08 0.40 

M 0.94 1.18 0.50 

Mytilus 

F 0.46 0.59 0.22 

H 0.67 0.86 0.32 

J 0.72 0.95 0.30 

L 1.06 1.32 0.57 

M 0.88 1.07 0.51 

Jassa 

F 0.55 0.71 0.27 

H 0.88 1.08 0.49 

M 1.09 1.33 0.61 

Metridium 
G 0.90 1.13 0.46 
H 1.10 1.34 0.53 
M 1.32 1.63 0.71 

Scour protection 
layer 

C 0.67 0.84 0.33 
F 0.84 1.05 0.45 
M 1.08 1.38 0.49 

Soft substrate 

C 1.12 1.38 0.61 
F 0.79 1.01 0.38 
G 1.05 1.31 0.57 
H 0.84 1.06 0.43 
M 0.87 1.10 0.44 
N 2.00 2.60 1.02 
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The extent of the overlap of the SEAC of the different depth zones ranged from 0.01 

Table 2.4: Standard ellipse areas corrected for small sample size (SEAC), overlaps (‰2) 

of the SEAC ellipse areas and probability that the SEAB of g 1 is smaller than the SEAB of 

g 2 for all the communities in the different zones. 
 

g1 g2 SEAC1 SEAC2 Overlap 

(‰2) 

SEAB 

Probability 

Intertidal Mytilus 4.31 4.14 1.93 0.43 

Intertidal Jassa 4.31 8.09 1.24 1.00 

Intertidal Metridium 4.31 7.53 1.49 0.99 

Intertidal Scour protection layer 4.31 9.54 0.01 1.00 

Intertidal Soft substrate 4.31 12.63 1.77 1.00 

Mytilus Jassa 4.14 8.09 2.81 1.00 

Mytilus Metridium 4.14 7.53 3.20 1.00 

Mytilus Scour protection layer 4.14 9.54 1.63 1.00 

Mytilus Soft substrate 4.14 12.63 3.32 1.00 

Jassa Metridium 8.09 7.53 4.19 0.37 

Jassa Scour protection layer 8.09 9.54 5.22 0.87 

Jassa Soft substrate 8.09 12.63 6.23 0.99 

Metridium Scour protection layer 7.53 9.45 3.52 0.92 

Metridium Soft substrate 7.53 12.63 7.29 0.99 

Scour protection 

layer 

Soft substrate 9.54 12.63 5.37 0.88 

 

 
Figure 2.4: Standard ellipse areas corrected for small sample sizes (SEAC - full lines) and 

convex hull areas (dotted lines) for the communities in the six zones. The different 

colours represent different zones. 
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‰2 (between SPL and the intertidal) to 7.29 ‰2 (between the Metridium zone and 

the soft substrate – large overlap) (Table 2.4). On the upper part of the turbine, there 

was only a small overlap of SEAC between neighbouring zones, such as between the 

intertidal and the Mytilus zone (overlap = 1.93 ‰2). The overlaps (both in absolute 

values and in proportions) between zones increased slightly when closer to the sea 

floor. Trophic niche sizes were compared based on their Bayesian estimates (SEAB). 

The largest isotopic niche was that of the soft substrate; the probability that the SEAB 

of the soft substrate was larger than those of the other zones was almost 100%, 

except for the comparison with the SPL, where the probability of a difference was 

0.88 (Fig. 2.5, Table 2.4). In turn, the SEAB of the SPL generally exceeded (probability 

> 0.87) those of the other zones, excluding the soft substrate.  

The Layman metrics for the trophic diversity and redundancy further confirmed the 

observed differences in the trophic structure of the zones (Figures 2.6-2.7 and Table 

2.5). Overall, the lowest trophic diversity and highest trophic redundancy were found 

 
Figure 2.5: Standard ellipse area Bayesian estimations (SEAB) for each zone. Black dots 

show the SEAB mode, the red crosses represent the SEAC and the grey boxes the 

probability of data distribution (50% dark grey boxes, 75% lighter grey boxes and 95% 

lightest grey boxes). 
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in the intertidal and in the Mytilus zone. Specifically, the Mytilus zone had the smallest 

mean δ13C range (CR - 3.03), distance to centroid (CD – 1.78) (trophic diversity),  mean 

nearest neighbour distance (MNND – 1.39) (trophic redundancy) and standard 

deviation of the mean nearest neighbour distance  (SDNND – 0.57), while the lowest 

mean δ15N range (NR - 2.31) and the smallest convex hull area (TA – 6.75) values 

were observed in the intertidal zone. The probabilities that the metrics of these two 

zones were smaller than at any of the other zones were large (mainly > 0.7), except 

for SDNND (mainly < 0.7) and CR for the intertidal in comparison to Jassa and 

Metridium zones. On the other hand, almost all indices (except CR and SDNND) 

reached their largest mean values at the SPL, showing that this zone is characterised 

by a high trophic diversity and low trophic redundancy. The probability that the 

values of this zone were larger than those of the other zones generally exceeded 0.7, 

except for SDNND. 
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Table 2.5: Probability that the Layman metric of the column is smaller than that of the 

row. 

 

δ13C range (CR) 

 Intertidal Mytilus Jassa Metridium Scour protection 

layer 

Mytilus 0.014 - - - - 

Jassa 0.175 0.94025 - - - 

Metridium 0.01275 0.6415 0.06425 - - 

Scour protection 

layer 

0.73 0.9925 0.91875 0.99575 - 

Soft substrate 0.94275 0.99675 0.977 0.99725 0.81375 

δ15N range (NR) 

 Intertidal Mytilus Jassa Metridium Scour protection 

layer 

Mytilus 0.98725 - - - - 

Jassa 0.9945 0.8075 - - - 

Metridium 0.9735 0.26625 0.605 - - 

Scour protection 

layer 

0.998 0.98525 0.94725 0.99625 - 

Soft substrate 0.99425 0.7485 0.39675 0.923 0.02075 

Mean distance to centroid (CD) 

 Intertidal Mytilus Jassa Metridium Scour protection 

layer 

Mytilus 0.37875 - - - - 

Jassa 0.9795 0.9965 - - - 

Metridium 0.72375 0.83675 0.03925 - - 

Scour protection 

layer 

0.99575 0.99975 0.9355 0.99575 - 

Soft substrate 0.9805 0.99575 0.40755 0.95875 0.023 

Total Area (TA) 

 Intertidal Mytilus Jassa Metridium Scour protection 

layer 

Mytilus 0.7605 - - - - 

Jassa 0.937 0.7605 - - - 

Metridium 0.756 0.937 0.15475 - - 

Scour protection 

layer 

0.978 0.756 0.73425 0.93975 - 

Soft substrate 0.99825 0.9995 0.98975 0.9975 0.98625 

Mean nearest neighbour distance (MNND) 

 Intertidal Mytilus Jassa Metridium Scour protection 

layer 

Mytilus 0.10975 - - - - 

Jassa 0.93925 0.9965 - - - 

Metridium 0.52125 0.8545 0.107 - - 

Scour protection 

layer 

0.8565 0.97825 0.3775 0.8115 - 

Soft substrate 0.71725 0.97525 0.095 0.6555 0.20525 
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2.4. Discussion 

In the offshore wind farm (OWF) areas of the Belgian part of the North Sea and 

beyond, the water column is well-mixed, suggesting that the pelagic food sources 

are available over the entire depth gradient (Jago and Jones, 1998; van Oevelen et 

al., 2009; Franco et al., 2010; Floeter et al., 2017). Despite this homogeneity, our 

results indicated differences in the trophic structure between the depth zones. The 

structural differences in community composition on and in the vicinity of an offshore 

wind turbine are thus reflected in the trophic niches occupied by those communities, 

suggesting that different food sources are exploited in different zones. Our analysis 

shows that the size of the isotopic niche spaces is larger where we expect the highest 

organic matter accumulation, i.e. the soft substrate, the scour protection layer and 

the Jassa zone (see 2.4.4), where food diversity and availability are increased. This 

was also supported by the high trophic diversity and low trophic redundancy 

observed for these zones. The food web study indicated that the trophic clusters in 

the Metridium zone and the soft substrate had the highest trophic diversity and 

lowest trophic redundancy (Table 2.3), suggesting resource partitioning. The number 

of trophic clusters was constant throughout the entire depth gradient.  

 

2.4.1 Community composition 

The observed differences in the community composition of the colonising fauna 

along a depth gradient on a wind turbine are in accordance with earlier observations 

in the Belgian (De Mesel et al., 2015), Dutch (Lindeboom et al., 2011) and German 

(Krone et al., 2013a) parts of the North Sea. The general patterns, with the blue 

mussel Mytilus edulis dominating the zones closest to the sea surface, and the 

Standard deviation of the nearest neighbour distance (SDNND) 

 Intertidal Mytilus Jassa Metridium Scour protection 

layer 

Mytilus 0.09725 - - - - 

Jassa 0.399 0.814 - - - 

Metridium 0.2115 0.65275 0.316 - - 

Scour protection 

layer 

0.177 0.54925 0.2655 0.43175 - 

Soft substrate 0.4685 0.929 0.5855 0.80325 0.836 
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amphipod Jassa herdmani and the anemone Metridium senile dominating the middle 

and lower sections of the turbine, confirmed earlier observations on various types of 

wind turbines (Krone et al., 2013a; De Mesel et al., 2015). As such, we are confident 

that our results reflect the food web properties of a ‘standard’ gravity-based 

foundation community. Similar zonation patterns have also been observed at oil and 

gas platforms in the North Sea (van der Stap et al., 2016). In addition, we are certain 

that we included the most abundant species in terms of densities and biomass, hence 

we are confident that our dataset includes the main building blocks of the food web 

associated with an offshore wind turbine, thus reflecting the major trophic patterns. 

Even though we sampled only in one season (summer), the community composition 

of the colonising species was in line with the previous findings. However, we do 

acknowledge that the fish community composition would be largely affected by the 

season of sampling. For example, the catches of the fish species Gadus morhua and 

Trisopterus luscus are significantly higher during summer and autumn compared to 

winter and spring (Reubens et al., 2014b). Since the occurrence of fish largely affects 

the isotopic niche size of the community in the scour protection layer (see 2.4.4), it 

is possible that seasonality would affect the food web complexity in this zone. Further 

research is needed to evaluate whether seasonality has an effect on the food web 

complexity in the area. 

 

2.4.2 Clusters according to isotopic signatures 

The SIMPROF analysis did not classify individual organisms according to feeding 

traits or depth zone but according to isotopic signatures. The fact that organisms 

with the same feeding traits were not allocated to the same trophic clusters suggests 

that organisms sharing the same feeding traits may still utilize different food sources 

(Brind’Amour and Dubois, 2013), reinforcing the idea that a categorisation of benthic 

and colonising organisms into feeding guilds does not reliably reflect their actual 

resource consumption (Gerino et al., 2003; De Smet et al., 2015; Richoux and 

Ndhlovu, 2015).  
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2.4.3 Resource partitioning within trophic clusters of each zone 

The trophic diversity and redundancy values differed among the zones and the 

trophic clusters (Table 2.3). This suggested that there is resource partitioning at two 

levels: between different co-occurring clusters within the same zone, and within 

trophic clusters as demonstrated by the Bayesian indices mean distance to centroid 

(CD), mean nearest neighbour distance (MNND) and standard deviation of the 

nearest neighbour distance (SDNND).  

Within clusters, resource partitioning ranged from low to high. Specifically, a low 

trophic diversity (low CD absolute values) and high trophic redundancy (low MNND 

and SDNND absolute values) were observed in the Mytilus zone (Table 2.3), reflecting 

low levels of resource partitioning. The Mytilus zone mainly consists of sessile 

suspension feeders, such as Mytilus edulis and Crepidula fornicata. Our results 

contradict previous findings about suspension feeding organisms, which exhibited 

resource partitioning and different selection mechanisms (Dubois and Colombo, 

2014).  

High levels of resource partitioning within trophic clusters were observed in the 

Metridium zone, the soft substrate and to some extent the scour protection layer that 

showed the highest trophic diversity (high mean distance to centroid – CD – absolute 

values) and lowest trophic redundancy (high mean nearest neighbour distance – 

MNND – and standard deviation of the nearest neighbour distance – SDNND 

absolute values, Table 2.3). This implies that resource partitioning is an important 

mechanism allowing the co-existence of a variety of species in these zones. 

The highest trophic diversity and lowest trophic redundancy were observed for the 

trophic cluster N at the soft substrate, for the cluster M in the intertidal, the Jassa, 

the Metridium zones and the scour protection layer, and for the cluster L in the 

Mytilus zone. This is caused by the species exploitation of multiple food sources with 

distinct isotopic signatures. On the other hand, the low trophic diversity and high 

trophic redundancy that was observed for cluster F in the Mytilus zone, the Jassa 

zone and the soft substrate indicates that the species comprising this cluster exploit 

largely the same food sources.   
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2.4.4 Functional differences reflected in isotopic niches 

The structural differences in communities sampled along the depth gradient 

(ANOSIM results – Table 2.1) were reflected in their trophic characteristics, as 

indicated by the small overlaps between the zone-specific trophic niches (Table 2.4). 

This suggests substantial shifts in resource use with depth. This is partly unexpected 

in view of the fact that the water column at the study location is well-mixed (Franco 

et al., 2010; Floeter et al., 2017).  

The largest resource range and highest trophic diversity (in terms of food chain 

length and food sources range) were observed in the soft substrate and the scour 

protection layer (SPL) (Fig. 2.4, Table 2.4), probably as a result of the accumulation of 

organic matter at these sites (but see further for SPL). The soft substrates in the study 

area are permeable sediments that efficiently recycle organic matter, resulting in low 

organic matter concentrations (Braeckman et al., 2014). However, in the close vicinity 

of the wind turbines, these sediments have a lower median grain size and a higher 

organic carbon content, which is largely a consequence of the biodeposition of 

organic matter by the colonising fauna on the turbine (Coates et al., 2014). This in 

turn alters macrofaunal community structure, with increased abundances and species 

richness close to the turbines (Coates et al., 2014; Lefaible et al., 2018). One example 

is the high abundance of the tube-dwelling polychaete Lanice conchilega, the 

aggregations of which can further increase local retention of organic matter and 

enhance local biodiversity (Rabaut et al., 2007; De Smet et al., 2016). These alterations 

in biodiversity result in a more diverse local food web with a higher number of trophic 

groups in the soft sediments close to the wind turbines. Similar impacts of colonising 

fauna on the community and food web of nearby soft sediments were observed in 

Lake Constance, where zebra mussels, growing on hard substrates, increased the 

organic matter accumulation in the benthic zone due to biodeposition, resulting in 

higher abundances of benthic macroinvertebrates and longer food chains as well as 

a broader resource range (Gergs et al., 2011). 

An additional explanation for the enhancement of the soft sediment biodiversity is 

that the soft substrate community sampled close to the pile is comprised of a mixture 

of true soft sediment and colonising species (Monocorophium acherusicum, Pisidia 
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longicornis and Jassa herdmani) (Table A1.1). We believe that some colonising 

species are capable of temporarily surviving in the soft substrate, after having been 

dislocated from the turbines and/or the scour protection layer (Bouma and Lengkeek, 

2012; Fernandez-Gonzalez et al., 2016), thus increasing the natural species richness 

of the soft sediments. The presence of colonising species did not affect the isotopic 

niche space (SEAC surface) of the soft substrate community, since most of these 

species were located in the centre of the sediment community’s isotopic niche space.  

The community at the scour protection layer had the second largest SEAC (Fig. 2.4, 

Table 2.4), the largest trophic diversity (CD) and the largest δ15N range (NR) (Fig. 2.6). 

Scour protection layers are made of rocks, forming a collar around the piles (Baeye 

and Fettweis, 2015), adding complexity and providing habitat (Causon and Gill, 2018). 

The density of epibenthic species on the SPL rocks is high (Bouma and Lengkeek, 

2008), attracting fish species, which can reach densities up to 37 times higher than 

those found in other zones of the wind farm (Couperus et al., 2010). The occurrence 

of fish at the SPL increases its isotopic niche space and food-chain length. We 

therefore also analysed the data after exclusion of the fish (not shown here), which 

resulted in a considerably smaller isotopic niche size (from 9.54 ‰2 to 5.60 ‰2), 

trophic diversity and δ15N range for the SPL. Removal of fish from the SPL community 

also decreased the mean distance to the centroid of the isotopic niche space and the 

size of the convex hull volume but left the trophic redundancy metrics unaltered.   

We observed the lowest trophic redundancy (high MNND absolute values) in the 

Jassa zone (Fig. 2.7), which is an indication that a wide variety of resources is used in 

that zone (Abrantes et al., 2014; Rigolet et al., 2015; Kaymak et al., 2018). Our results 

can partly be explained by the behaviour of the dominant amphipod Jassa herdmani 

in that zone. Jassa herdmani is a tube-building amphipod that produces large mats, 

known as “amphipod silks” that largely consist of organic matter derived from the 

water column (Beermann and Franke, 2012). Tube-building amphipods perform 

grooming motions, which dissociate aggregates and loosen the organic matter that 

is accumulated between these mats (Dixon and Moore, 1997). Hence, part of the 

organic matter that is trapped in the mats becomes available to nearby suspension-

feeders, increasing the range of the available food sources in this zone. Moreover, 

the community of the Jassa zone included a pelagic fish species (Trachurus 



76  Chapter 2 

trachurus), which is highly mobile and can exploit different habitats and food sources. 

Upon removal of fish from the data analysis, the isotopic niche size of the Jassa 

community decreased (from 8.09 ‰2 to 6.81 ‰2), but not so drastically as the 

isotopic niche space of the SPL. However, excluding the fish from the analysis 

resulted in a higher trophic diversity (high δ15N range and mean distance to 

centroid), while the MNND remained unaltered. This indicates that T. trachurus 

contributes much less to the food web structure in the Jassa zone than do fish species 

in the SPL. 

The assemblage in the intertidal zone occupied a completely different trophic niche 

than those of the other zones, resulting in the smallest isotopic niche overlap with 

all other communities (Fig. 2.4, Table 2.4). The intertidal community mainly consisted 

of sessile suspension feeders that are constrained in their access to food (Richoux et 

al., 2013). The Mytilus community located below the intertidal area is also mainly 

composed of sessile suspension-feeders and had the second smallest trophic niche 

overlap with other communities, as well as the smallest isotopic niche size. Sessile 

suspension feeders generally have narrow trophic niches (Dubois and Colombo, 

2014), which explains the small SEAC sizes of zones dominated by sessile suspension 

feeders. Narrow trophic niches may also result in small niche overlap. In addition, the 

community in the Mytilus zone was also characterised by a high trophic redundancy, 

indicating that the species of this community had very similar diet compositions 

(Catry et al., 2016; Kaymak et al., 2018).  

The high food web complexity, in terms of food chain length, found in our study has 

not been observed in another study, which compared the food web complexity 

between artificial (oil and gas platforms) and adjacent natural hard substrates in the 

Celtic Sea, showed similar complexity at these two substrates (Guerin, 2009). In this 

study, the δ15N range was small, suggesting that the fauna at those structures 

occupied the same trophic level (Guerin, 2009). This contrasts with the higher food 

web complexity we observed in communities associated with the offshore wind 

turbines, a difference which might be related to the age of the respective colonising 

communities, since most of the oil and gas platforms were 25 years old (Guerin, 

2009), while the turbine examined here had been constructed 8 years before the 

present study. 
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2.5. Conclusions  

Our study provides fundamental knowledge on the food web structure associated 

with offshore wind turbines. The structural differences in communities sampled in 

different depth zones on and in the vicinity of the turbine are reflected in their trophic 

characteristics. Higher food web complexity, in terms of isotopic niche width, trophic 

diversity and trophic redundancy, was associated with the zones where organic 

matter accumulation occurs (soft substrate, Jassa zone, scour protection layer). Lower 

food web complexity was associated with zones where sessile filter-feeding species 

dominate (intertidal and Mytilus zone). The increasing overlap of the isotopic niches 

of the communities in deeper areas indicates a higher complexity of the food web in 

the deeper zones. On the other hand, the clear separation of the isotopic niches of 

the zones found at higher depths from those at lower depths indicates the 

exploitation of a variety of food sources and the occupation of different trophic levels 

in the different depth zones. Furthermore, trophic differentiation within clusters of 

every zone pointed at food resource partitioning as an important mechanism 

allowing species co-existence. 
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Abstract 

Offshore wind farms in the North Sea are proliferating, causing alterations in local 

ecosystems by adding artificial hard substrates into naturally soft-bottom areas. 

These substrates are densely colonised by epibenthic organisms, which may compete 

for the available resources. While the distribution of some species is restricted to 

specific parts of the turbine, others occur across depth zones and may therefore face 

different competitive environments. Here we investigate the trophic niches of seven 

invertebrate species: three sessile, one hemi-sessile and three mobile species that 

occur in multiple depth zones. We hypothesised that these species would be trophic 

generalists at the turbine level, but would exhibit trophic plasticity, selecting different 

food resources in different depth zones, to cope with the different competitive 

environments in which they occur. We analysed δ13C and δ15N of these species and 

their potential food resources across depth zones. Our results show that most of 

these invertebrates are indeed trophic generalists which display substantial trophic 

plasticity, selecting different resources in different zones. Degree of trophic plasticity 

was not related to mobility of the species. There are two possible explanations for 

these dietary changes with depth: either consumers switch diet to avoid competition 
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with other (dominant) species, or they benefit from the consumption of a non-

limiting resource. Only Diadumene cincta was a trophic specialist that consumed 

suspended particulate organic matter independent of its zone of occurrence. 

Altogether, trophic plasticity appears an important mechanism for the co-existence 

of invertebrate species along the depth gradient of an offshore wind turbine. 
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3.1 Introduction 

In many countries across the world, and in Europe in particular, offshore wind farms 

(OWFs) are increasingly being considered a potentially significant contributor in the 

quest to reduce CO2 emissions. By 2018, 4149 offshore wind turbines had been 

installed in European marine waters, producing a total of 15.8 GW, while this capacity 

is expected to increase up to 70 GW in 2030 (WindEurope, 2018). In the North Sea, 

new wind farms are continuously being constructed, licensed or scheduled (Soma et 

al., 2019). 

The construction of offshore wind turbines creates a new benthic habitat, adding 

hard substrate to naturally soft-bottom areas. These hard substrates are colonised 

by dense hard-bottom assemblages (Wilhelmsson and Malm, 2008; Krone et al., 

2013a; De Mesel et al., 2015), consisting mainly of filter-feeders (Lindeboom et al., 

2011) and other colonising (or fouling) organisms (Slavik et al., 2019) that may 

compete for food and space (Buss and Jackson, 1981; Dubois and Colombo, 2014; 

Cresson et al., 2016). Filter-feeders capture suspended food particles that are highly 

diluted in the water column (Gili and Coma, 1998). These organisms have developed 

mechanisms to select specific food particles from the available spectrum (Dubois et 

al., 2007; Dubois and Colombo, 2014) and exploit a variety of food sources that may 

change through space and time (Bode et al., 2006; Richoux et al., 2014b). Hence, 

species within the same feeding guild can have different resource use strategies, 

limiting competition for food through trophic niche partitioning (Lefebvre et al., 

2009; Richoux et al., 2014b). 

In the North Sea, colonising communities living on wind turbines form a clear vertical 

zonation pattern along the depth gradient (De Mesel et al., 2015). Despite this 

general zonation pattern, some species occur in multiple depth zones or along the 

entire depth gradient of the turbine. These include both sessile organisms, such as 

the blue mussel Mytilus edulis and the anemone Metridium senile, and mobile 

species, such as the porcelain crab Pisidia longicornis, the brittle-star Ophiothrix 

fragilis and the crab Necora puber (Mavraki et al., 2020). The latter are not considered 

fouling organisms, but their presence is highly linked to the presence of artificial hard 

substrates (Lindeboom et al., 2011; De Mesel et al., 2015; van der Stap et al., 2016). 
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Pisidia longicornis and O. fragilis can feed on suspended material, such as 

phytoplankton and pseudofaeces (Warner, 1971; Smaldon, 1972; Sampedro et al., 

1997; Allen, 1998), while N. puber also preys on a variety of colonising species, such 

as amphipods and mussels (Freire and Gonzalez-Gurriaran, 1995). The occurrence of 

these species in multiple zones does not necessarily imply that they are successfully 

established in these zones. Temporal dynamics influence the species distribution 

along the depth gradient. For example, the dominance of J. herdmani decreases with 

increasing depth in summer and in winter, while M. edulis can only be found at lower 

depths during winter (Kerckhof et al., 2010a). 

The occurrence of certain species in more than one zone suggests that they may be 

competing both for the available food resources and/or for space with the dominant 

species in those zones. In benthic communities, space has long been considered as 

the main limiting resource (Buss and Jackson, 1981; Côté et al., 1994; Dubois and 

Colombo, 2014; Svensson and Marshall, 2015). However, food limitation (henceforth 

referred to as food or resource limitation in this paper) by co-occurring species is 

also recognised as an important factor influencing community functioning (Buss and 

Jackson, 1981; Dubois and Colombo, 2014; Cresson et al., 2016). Resource 

partitioning and trophic plasticity have been proposed as strategies of co-occurring 

organisms to limit the effects of trophic competition (Lefebvre et al., 2009; Riera, 

2009). Resource partitioning is the division of limiting resources among species as a 

mechanism to avoid trophic competition (Ross, 1986), while trophic plasticity is the 

adaptation of organisms to minimize potential competition for food by (partly) 

shifting their diets (MacNeil et al., 1997; Lefebvre et al., 2009). Resource partitioning 

often entails some form of trophic specialisation, leading – in the case of the 

invertebrate fauna associated with wind turbines – to the utilization of a narrow range 

of food sources by specific taxa (Van Valen, 1965; Bearhop et al., 2004). Trophic 

plasticity, on the other hand, is a form of trophic generalism, implying that a species 

is capable of feeding on a broad food spectrum, but will exploit only a (partly 

different) part of that spectrum depending on the competitive environment in which 

it occurs (here, e.g., in the different depth zones) (Hazlett, 1988; Bearhop et al., 2004; 

Gutt, 2006; Riera, 2009). The scenario of the existence of mainly trophic generalists 

on offshore wind turbines is plausible, because the species would be able to co-occur 
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in a limited amount of space by exhibiting considerable trophic plasticity (Araújo et 

al., 2011; Páez-Rosas et al., 2017). In any case, the co-occurrence of multiple 

invertebrate species on offshore wind turbines could be partly explained by their 

feeding behaviour. 

In this study, we sampled invertebrate species that occur across different zones along 

the depth gradient of a gravity-based offshore wind turbine, its scour protection 

layer (SPL) and the surrounding soft sediments in the Belgian part of the North Sea 

(BPNS). We hypothesised that these species would be trophic generalists that are 

capable of modifying their resource exploitation in different depth zones, implying 

that trophic plasticity is the key mechanism allowing their wide distribution and 

survival in a competitive environment. We used stable isotope analysis (SIA) to 

investigate trophic niches and pathways (Riera, 2009). The isotopic niche of a species 

can be estimated using SIA and is a proxy for its trophic niche (Newsome et al., 2007; 

Jackson et al., 2011). We would therefore expect partly different isotopic niches 

across depth zones within the same consumer species. In addition, we anticipated 

that such a niche differentiation across depth zones would translate into overall large 

depth-integrated isotopic niches of these species, as they are expected to be overall 

trophic generalists (Layman et al., 2007b). 

 

3.2 Methodology 

3.2.1 Study site 

Samples were collected from a gravity-based wind turbine (D6, coordinates: 51° 

33.04’N - 02° 55.42’E) within the C-Power wind farm on the Thornton Bank (BPNS). 

We chose this particular location because a wealth of data on colonising 

assemblages and soft-substrate fauna were available (Coates et al., 2014; De Mesel 

et al., 2015). Sampling of all the consumers and of most of their potential resources 

was conducted from the RV Simon Stevin in August 2016. Macroalgae from the 

intertidal were collected from an inflatable boat in August 2017.  
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3.2.2 Sampling scheme 

Invertebrate organisms living along the depth gradient on the wind turbine, the scour 

protection layer (SPL) and the surrounding soft sediment, as well as possible 

resources from the water column and the intertidal area of the turbine, were 

collected. Six sampling zones (Fig. 3.1) based on macrofaunal zonation patterns 

(Lindeboom et al., 2011; Krone et al., 2013a; De Mesel et al., 2015) and on 

structural/habitat differences (Baeye and Fettweis, 2015) were chosen for the 

collection of the consumer organisms: (a) the intertidal, (b) the Mytilus zone (5 m 

depth), (c) the Jassa zone (~ 8.5 m depth), (d) the Metridium zone (15-25 m depth), 

(e) the scour protection layer (SPL) and (f) the soft sediment surrounding the turbine 

(soft substrate). Scientific divers collected consumer species from the Mytilus (2 

samples), the Jassa (3 samples) and the Metridium (6 samples) zones by scraping (25 

x 25 cm frame), from the SPL by collecting 3 rocks (~ 15 cm length, 10 cm width and 

5 cm height) and from the sediment by using an airlift suction device (surface 

sampled: 25 x 25 cm, sediment depth: 5 cm, 2 samples). Consumers from the 

intertidal zone (2 samples) were collected by scraping from an inflatable boat at low 

tide. Different numbers of samples collected in the different zones are a result of the 

practical limitations linked to the restricted available diving time (Fig. 3.1). Samples 

were collected during the turn of the tide at neap tide. Finally, large consumers, such 

as large crustaceans and ophiuroids, were handpicked by scientific divers in the 

different subtidal zones. All consumers were identified to the lowest taxonomic level 

possible. Whenever possible, five individuals per species were collected from each 

zone for the stable isotope analysis to include intraspecific variation. The individuals 

were randomly selected to more accurately quantify the width of the trophic niche 

of the species and ultimately understand the mechanism(s) responsible for species 

co-existence (Bolnick et al., 2011; Violle et al., 2012). Macrofaunal organisms were 

starved overnight in filtered sea-water in order to allow them to clear their gut 

contents. Larger crustaceans were immediately freeze-killed (Zhang et al., 2018) and 

cheliped tissues were subsequently isolated and retained for stable isotope analysis 

(SIA). 
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For the collection of candidate resources, three replicate samples (one 1-l sampling 

vial for each replicate) of suspended particulate organic matter (SPOM) were 

collected by scientific divers from the lower (~ 1 m above the sea floor – referred to 

as SPOM-bottom) and the upper (~ 3 m below the sea surface – referred to as SPOM-

surface) water column. Water samples were initially sieved through a 200-μm sieve 

to remove large detritus and zooplankton (Lorrain et al., 2003; Bǎnaru et al., 2014), 

and then filtered through pre-combusted and pre-weighed Whatman GF/F 47-mm 

filters (mesh size: 0.7 μm) using a vacuum pump. Zooplankton was collected one 

meter away from the turbine, using a vertical haul of the plankton net (diameter: 0.57 

m, mesh size: 200 μm). Subsequently, it was concentrated by sieving over different 

mesh sizes (800 and 250 μm) and separated into different size groups. The 

subsamples were kept in filtered sea water for 2-4 h to allow gut clearance (Smyntek 

et al., 2007). Macroalgae were scraped off from the intertidal both at low (algae-

lower) and at high (algae-upper) tide from an inflatable boat. Since the macroalgae 

 
Figure 3.1: The six sampling zones along the depth gradient of the gravity-based 

foundation D6 in the Belgian part of the North Sea (modified by the source: De Mesel et 

al., 2013). 
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on the wind turbine are perennial, they are constantly available to consumers; year-

round studies revealed no or only very small inter-annual variation in their isotopic 

signatures (Bordeyne et al., 2017). Hence, sampling macroalgae in a different year 

would not have an effect on their isotopic signatures. Epiphytes were scraped off the 

algae using a sterilized dull scalpel under a stereomicroscope prior to drying to 

acquire the isotopic signature of the algae (Moncreiff and Sullivan, 2001; Renaud et 

al., 2015). We additionally included data for sediment organic matter (SOM) that 

were collected during the same sampling period from the same wind farm area 

(Toussaint et al., pers. comm.), since re-suspended SOM is a potential resource, e.g. 

for species inhabiting the SPL and the soft substrate. 

All samples for SIA (sources and consumers) were stored in a -20⁰C freezer until 

further analysis. In total, seven species were sampled in sufficient replicates from 

more than one depth zones: the sessile filter-feeding species Mytilus edulis, 

Diadumene cincta and Metridium senile, the hemi-sessile filter-feeder Jassa herdmani, 

the mobile filter-feeding species Pisidia longicornis and Ophiothrix fragilis, and the 

mobile omnivore/predator Necora puber (Table 3.1).  

 

3.2.3 Sample preparation 

Filters for the analysis of SPOM were thawed, dried overnight at 60⁰C and prepared 

for δ13C and δ15N isotope analysis. The preparation included the bisection of the 

filter; one half was immediately enclosed in a tin (Sn) capsule and the other half was 

acidified through exposure to hydrochloric acid fumes (HCl 37%) in a desiccator for 

the removal of the inorganic carbon (Lorrain et al., 2003). The acidified halves of the 

filters were dried again overnight (60⁰C) and then enclosed in silver (Ag) capsules. 

Acidification was necessary to eliminate traces of carbonates, which can significantly 

affect the δ13C values of the SPOM samples (Lorrain et al., 2003). The non-acidified 

samples were then analysed for δ15N, which do not require pre-treatment, since 

acidification may contribute to some shifts in δ15N (Goering et al., 1990; Vafeiadou 

et al., 2013). 

Entire individuals of the small-sized species Jassa herdmani, Pisidia longicornis, 

Metridium senile and Diadumene cincta were processed for SIA after gut content 
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clearance. For the other organisms, specific muscle tissues were sampled: cheliped 

muscle from Necora puber (Reid et al., 2016), foot from Mytilus edulis (Richoux and 

Ndhlovu, 2015) and peristomial membrane from Ophiothrix fragilis (Andrade et al., 

2016). For each species, individuals of similar size were selected to exclude effects of 

any size-specific shifts in diet (Cresson et al., 2016). Zooplankton subsamples were 

first thawed and then analysed under a stereomicroscope for the separation of the 

organisms into broad taxonomic groups (Bǎnaru et al., 2014). The largest size class 

(800-1000 μm) contained mainly crab larvae (referred to as “Crab larvae”) and other 

unidentified larvae (referred to as “Other larvae”). The smaller size-class (250-800 μm) 

contained mainly copepods. The different taxonomic groups were further analysed 

for SIA. Finally, macroalgae samples were also thawed and analysed under a 

stereomicroscope to ensure that epiphytes had been effectively removed. 

Individuals, muscle tissues, zooplankton samples and macroalgae were rinsed with 

milli-Q water to avoid contamination and dried overnight at 60⁰C, after which they 

were pulverised using a mortar and pestle and homogenized. Depending on the 

tissue type, approximately 1 mg of dried tissue was immediately encapsulated in a 

Sn capsule, weighed and stored in a desiccator until further analysis, or it was first 

split into two subsamples of equal dry weight (ca 1 mg); one subsample was used 

for the analysis of δ15N and immediately encapsulated in a Sn capsule without prior 

treatment, whilst the other was transferred in a Ag capsule, acidified by adding 1% 

HCl “drop by drop” until elimination of all CO2 from the carbonates in the sample 

(Jacob et al., 2005), and used for analysis of δ13C. The latter sample was subsequently 

rinsed with distilled water, dried again and stored dry in multi-well Microtitre plates 

in a desiccator until further analysis (Pinnegar and Polunin, 1999). When the weight 

of the organisms was not sufficient to prepare two subsamples, more individuals of 

the same species and location were pooled in the same sample. Only the organisms 

containing calcareous structures, i.e. Jassa herdmani, Ophiothrix fragilis, Pisidia 

longicornis and zooplankton, were acidified.  

In total, 206 samples (both resources and consumers – Table A2.1 in Appendix) were 

analysed on a PDZ Europa ANCA-GSL elemental analyser, interfaced to a PDZ Europa 

20-20 isotope ratio mass spectrometer (Sercon Ltd., Cheshire, UK) at the UC Davis 
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Stable Isotope Facility (University of California, USA). The results for carbon and 

nitrogen isotope ratios were expressed in the standard delta (δ) notation: 

δX = [(RSample / RStandard) – 1] x 103 (in ‰) 

where X is 13C or 15N and R is the ratio of 13C/12C or 15N/14N. For both sources and 

consumers, we strived to analyse at least three replicates per species, but for some 

zooplankton groups this was not possible. 

 

3.2.4 Data analysis 

We used two different approaches to investigate the diet composition of each 

consumer in the different zones. For each species, we first characterised the isotopic 

niche by calculating the following metrics: the sample-size corrected standard ellipse 

area (SEAC) for every consumer species and in every zone combination, the SEAC 

overlap of a given species between different depths, the Bayesian standard ellipse 

area (SEAB), as well as the ellipse metrics eccentricity (E) and angle (theta – θ) for 

every species in the different zones. Then we assessed the potential contribution of 

each possible resource to the diet of the examined species. SEAC reflects the two-

dimensional (δ13C and δ15N) isotopic niche of a group of individuals. It is insensitive 

to sample size and is a proxy of the trophic niche of that group of individuals (Jackson 

et al., 2011). The Bayesian estimation of the standard ellipse area (SEAB) provides a 

range of ellipse surfaces that can be valid given the input data (Jackson et al., 2011). 

SEAB was calculated from 104 posterior iterations of SEAB. Bayesian inference allows 

a direct probabilistic interpretation of the differences in SEAB depending on the 

grouping level, (i.e. between the individuals of the same species sampled at different 

depth zones). Pair-wise comparisons of SEAB estimate the probability that the 

isotopic niche of a species in one zone is larger than in another zone (Jackson et al., 

2011). Eccentricity E is a measure of the circularity of the SEAC and therefore of the 

variance along the x (δ13C) and y (δ15N) axes. Eccentricity (E) values of the standard 

ellipse range between 0 and 1, where E = 0 is a perfect circle, while E ~ 1 indicates 

higher elongation of the standard ellipse (Reid et al., 2016). Hence, low E (values ~ 

0) reflects similar variance on both axes and high E (values ~ 1) indicates that the 

ellipse is more elongated along one of the two axes (Reid et al., 2016). Theta (θ) is a 
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measure of the inclination of the ellipse and is returned as a value between 0 and π 

(Jackson et al., 2011). It is reported here in an angular range between -90 and +90°, 

with positive and negative values indicating that δ13C and δ15N are, respectively, 

directly or inversely proportional (Demopoulos et al., 2017). θ values close to 0 

(ellipse dispersed along the x-axis) indicate utilization of multiple resources while θ 

values close to (-) 90 (ellipse dispersed along the y-axis) indicate that the individuals 

within a site feed across different trophic positions within (a) basal carbon source(s) 

(Reid et al., 2016; Demopoulos et al., 2017). The combination of E and θ can 

distinguish isotopic niche areas, which have similar sizes, but the relationship 

between δ13C and δ15N among locations (in this case depth zones) and/or species is 

different (Reid et al., 2016). SEAC, SEAC overlap, SEAB and the ellipse metrics E and θ 

were calculated using the SIBER (Stable Isotope Bayesian Ellipses in R) package 

(Jackson et al., 2011). 

The contribution of each potential resource to the diet of each species was calculated 

using the R-package SIMMR (Stable Isotope Mixing Models in R) (Parnell et al., 2013; 

Parnell and Inger, 2019). Bayesian isotope mixing models are based on the 

assumption that all dietary resources are included in the analysis (Phillips et al., 2014). 

Therefore, we attempted to sample as many of the known resources in the area as 

possible. However, we acknowledge that we probably did not collect all of them. The 

main advantage of this model is that it takes into account both the mean (μprey) and 

the standard deviation (σprey) of the prey stable isotope ratios in order to evaluate 

the likelihood of the proportion of a given prey item in the diet (Moore and 

Semmens, 2008). We investigated the species-specific variation in resource 

preferences between zones by running the mixing models separately for each species 

and zone. This yielded information on the contribution of each food resource to the 

diet of every species in every zone of occurrence. Resources that are not mixed along 

the depth gradient, such as macroalgae and SOM, were only included as possible 

resources in those zones where they were available for the consumers, i.e. the 

intertidal for macroalgae and the soft substrate and SPL for SOM. A trophic 

enrichment factor (TEF) was added to the model. Applying the relevant TEF is crucial 

to the design of mixing models (Phillips et al., 2014). Therefore, we ran the model 

multiple times, using different TEFs applied to similar consumers (Dubois and 
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Colombo, 2014; Richoux et al., 2014b; Cresson et al., 2016); based on the results of 

the different model runs, we chose the same TEFs as reported in Cresson et al. (2016), 

i.e. 1.28 ± 0.72 for carbon and 3.25 ± 0.67 for nitrogen. The choice was based on the 

position of the consumers within the convex polygons in the isotope space defined 

by the resources (Phillips et al., 2014). According to the same authors, if the consumer 

is positioned within the range of its resources in the δ13C – δ15N isospace, there is at 

least one solution explaining the consumer’s isotopic values as a combination of the 

available resources. Since different species feed on different food items, the mixing 

models only included species-specific and zone-specific relevant food items, as 

deduced from literature (Table 3.1). Necora puber is a predator/omnivore and feeds 

on a combination of primary resources and invertebrate fauna. Isotope values (δ13C 

and δ15N) for its possible invertebrate prey resources (Table 3.1) were obtained from 

Mavraki et al.  (2020), who sampled these candidate prey species during the same 

sampling period and at the same site as reported here. 

In order to avoid increasing the uncertainty of the mixing model by unnecessarily 

inflating the number of potential resources for a consumer (Phillips and Gregg, 2003), 

an a posteriori approach for combining resources was used (Table 3.1) (Phillips et al., 

2005). We used matrix plots to test the correlation between the isotopic signatures 

of potential resources (Parnell et al., 2010, 2013) and we combined the resources that 

were strongly and positively correlated for each species. Highly correlated food 

sources generally included SPOM-surface and SPOM-bottom and were then 

combined and renamed to “SPOM”; the zooplanktonic organisms (copepods, crab 

larvae and other larvae) were often combined and referred to as “Zooplankton”. 

Finally, algae-upper and algae-lower were combined in a “Macroalgae” food source. 

All data analyses were conducted in R (R Development Core Team 2018). 
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Table 3.1: The seven dominant species (consumers) sampled in the different depth zones 

with the relative resources that were used in the mixing model per depth zone after the a 

posteriori combination of sources. The potential resources for every species according to the 

literature and the respective references are found at the last two columns. 

 

Consumers Zones of 

occurrence 

(number of 

replicates per 

consumer) 

Resources used in the 

model (number of 

replicates) 

Potential 

resources 

according to 

the literature 

References 

Diadumene 

cincta 

Mytilus (6), Jassa (10) SPOM (6) Zooplankton, 

Invertebrate 

larvae 

Sebens, 1981; 

Östman et al.. 

2010; Nelson 

and Craig, 

2011 

Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

Jassa 

herdmani 

Mytilus (9), Jassa (8) SPOM-bottom (3) Ulva thalli, 

Artemia nauplii 

Beermann and 

Boos, 2015 
SPOM-surface (3) 

Zooplankton (5) 

Scour protection 

layer (3), Soft 

substrate (5) 

SPOM-bottom (3) 

SPOM-surface (3) 

Zooplankton (5) 

SOM (6) 

Metridium 

senile 

Mytilus (6), Jassa (7), 

Metridium (10) 

SPOM (6) Zooplankton, 

Invertebrate 

larvae 

Sebens, 1981; 

Östman et al., 

2010; Nelson 

and Craig, 

2011 

Zooplankton (5) 

Scour protection 

layer (10), Soft 

substrate (9) 

SPOM (6) 

Zooplankton (5) 

SOM (6) 

Mytilus 

edulis 

Intertidal (18) SPOM (6) Diadoms, 

Phytoplankton, 

Particulate 

Organic Matter, 

Micro- and 

meso-

zooplankton 

Bayne et al., 

1989; Maar et 

al., 2007 
Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

Macroalgae (20) 

Mytilus (14), 

Metridium (5) 

SPOM (6) 

Copepods (3) 

Crab larvae (1) 

Other larvae (1) 
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Necora 

puber 

Metridium (5) SPOM-bottom (3) Pisidia 

longicornis, 

Amphipods, 

Mussels, 

Sponges, Fish 

Freire and 

Gonzalez-

Gurriaran, 

1995 

SPOM-surface (3) 

Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

Pisidia longicornis (24) 

Pilumnus hirtellus (5) 

Amphipods (31) 

Mussels (20) 

Sponges (2) 

Soft substrate 

(6) 

SPOM-bottom (3) Pisidia 

longicornis, 

Amphipods, 

Mussels, 

Sponges, Fish 

Freire and 

Gonzalez-

Gurriaran, 

1995 

SPOM-surface (3) 

Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

SOM (6) 

Pisidia longicornis (24) 

Pilumnus hirtellus (5) 

Amphipods (31) 

Mussels (20) 

Sponges (2) 

Ophiothrix 

fragilis 

Mytilus (7), 

Jassa (10), 

Metridium (6) 

SPOM (6) Fine particulate 

organic matter, 

Phytoplankton 

Warner, 

1971; 

Allen, 1998 
Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

Pisidia 

longicornis 

Mytilus (8) SPOM (6) Pseudofaeces, 

suspended 

material 

Sampedro 

et al., 1997; 

Smaldon, 

1972 

Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

Scour 

protection 

layer (13) 

SPOM (6) 

Copepods (3) 

Crab larvae (1) 

Other larvae (1) 

SOM (6) 
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3.3 Results 

3.3.1 Isotopic niche characteristics 

Average δ13C values of the resources ranged between -22.3 ± 0.3 ‰ (SPOM-surface) 

and -16.6 ± 0.0 ‰ (Other larvae), while the average δ15N values ranged between 6.0 

± 0.8 ‰ (Algae-upper) and 11.4 ± 0.1 ‰ (copepods) (Table 3.2). The δ13C signatures 

of the consumers (Table 3.3) ranged between -23.2 ± 2.5 ‰ (Ophiothrix fragilis in 

the Jassa zone) and -17.6 ± 2.2 ‰ (O. fragilis in the Metridium zone), while the δ15N 

signatures ranged between 10.8 ± 1.0 ‰ (O. fragilis in the Jassa zone) and 16.1 ± 0.3 

‰ (Necora puber in the Jassa zone). 

The isotopic niche sizes (SEAC) differed between species and within a species 

between different depth zones (Table 3.4). The largest SEAC (8.1 ‰2) was observed 

for the brittle star O. fragilis in the Jassa zone, while the smallest SEAC (0.01 ‰2) was 

found for the hemi-sessile species J. herdmani in the SPL (Fig. 3.2, Table 3.4). The 

extent of overlap of the isotopic niches differed between the species and zones 

(Table 3.5). For P. longicornis, M. senile and O. fragilis, there was little or no overlap 

between their isotopic niches in the different zones, while for D. cincta and N. puber 

considerable overlap was observed between the isotopic niches of the occupied 

zones (Fig. 3.2, Table 3.5). Jassa herdmani and M. edulis exhibited intermediate 

patterns. For the former species, the isotopic niche in the SPL did not show any  

Table 3.2: Stable carbon (δ13C) and nitrogen (δ15N) isotope values (‰, mean and standard 

deviation when possible) and number of samples (n) of the resources sampled, where 

SPOM: suspended particulate organic matter and SOM: sediment organic matter. 

 

Resources δ13C δ15N n 

SPOM-surface -22.3±0.3 11.3±0.2 3 

SPOM-bottom -21.4±1.3 10.7±0.2 3 

Algae-upper -19.5±0.3 6.0±0.8 10 

Algae-lower -18.9±0.4 6.7±0.3 10 

SOM -22.3±1.93 6.9±1 6 

Copepods -19.7±0.4 11.4±0.1 3 

Crab larvae -19.7 10.7 1 

Other larvae -16.6 11.2 1 
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overlap with any of the isotopic niches from the other zones, but these other zones 

had ellipses that showed considerable overlap. For M. edulis, the isotopic niches in 

its two most important depth zones, i.e. the Mytilus and the Metridium zone, were 

completely separate, but the isotopic niche in the intertidal zone overlapped with 

that of the two other zones.  

The abovementioned differences in the isotopic niches were further corroborated by 

the SEAB, which was used to compare the isotopic niche sizes. Differences were 

observed at the species-specific level, as the SEAB of the mobile species had high 

probabilities (generally > 0.8) of being larger than those of sessile and hemi-sessile 

species, with the exception of P. longicornis in the SPL (Fig. 3.3, Table 3.6, Table A2.2). 

The strongest differences were observed between the hemi-sessile species J. 

herdmani and the mobile species N. puber and O. fragilis (Fig. 3.3). Furthermore, 

differences were also detected within a species sampled in different zones, i.e. the 

probability that the SEAB of J. herdmani in the SPL is smaller than in any of the other 

zones exceeded 0.69 (Table A2.2). 

Generally, isotopic niches were elongated (E values close to 1) and stretched along 

the x-axis (absolute θ values < 45⁰ - Table 3.4). This indicates the exploitation of 

multiple resources by each species within every zone. However, lower E values were 

also observed for J. herdmani in the Jassa zone (E = 0.68), for N. puber in the 

Metridium zone (E = 0.66), for M. edulis in the Mytilus zone (E = 0.79) and for P. 

longicornis in the Mytilus zone (E = 0.62). For most of the species, there was a general 

tendency for E values to increase with increasing water depth (Fig. 3.4, Table 3.4). The 

θ values were generally < 45⁰, corroborating the major trends in E values, which also 

indicated utilization of a range of resources (larger spread along the x-axis). There 

were nevertheless some exceptions (absolute θ values > 45⁰) that reflected an 

isotopic niche stretched along the y-axis. Such exceptions included J. herdmani in 

the Mytilus zone (θ = 76⁰), M. senile in the Jassa zone (θ = 68⁰), N. puber in the soft 

substrate (θ = -68⁰) and P. longicornis in the Mytilus zone (θ = -53⁰).  
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Table 3.4: Sample size-corrected standard ellipse area (SEAC - ‰2), eccentricity (E), angle 

of the ellipse (θ), mode of the Bayesian standard ellipse area (SEAB) and the lower and 

upper 95% credible intervals showing the uncertainty of SEAB (95% CI) of the consumer 

species collected at the different zones. 

 

Species SEAc E  θ SEAB 95 % CI 

Diadumene cincta 
    

  

Mytilus zone 0.55 0.86 -15.31 0.50 0.21 to 1.34 

Jassa zone 0.24 0.87 -2.74 0.15 0.08 to 0.30 

Jassa herdmani 
    

  

Mytilus zone 0.24 0.85 76.00 0.12 0.06 to 0.26 

Jassa zone 0.11 0.68 41.95 0.10 0.04 to 0.22 

Scour protection layer 0.01 1 17.84 0.06 0.02 to 0.25 

Soft substrate 0.45 0.99 -3.31 0.30 0.10 to 0.88 

Metridium senile 
    

  

Mytilus zone 0.29 0.99 24.61 0.42 0.20 to 1.14 

Jassa zone 1.04 0.92 68.01 0.93 0.47 to 2.45 

Metridium zone 0.41 0.99 13.28 0.38 0.20 to 0.79 

Scour protection layer 1.28 0.91 25.38 0.67 0.34 to 1.36 

Soft substrate 0.73 0.97 2.91 0.56 0.30 to 1.23 

Mytilus edulis 
    

  

Intertidal zone 0.73 0.95 5.54 0.64 0.42 to 1.09 

Mytilus zone 0.23 0.79 -15.7 0.18 0.10 to 0.31 

Metridium zone 0.17 0.99 -4.69 0.09 0.03 to 0.27 

Necora puber 
    

  

Metridium zone 1.32 0.66 11.25 0.87 0.30 to 2.49 

Soft substrate 6.04 0.92 -68.03 4.57 1.80 to 12.30 

Ophiothrix fragilis 
    

  

Mytilus zone 2.82 0.86 3.65 2.17 0.99 to 5.43 

Jassa zone 8.10 0.93 -9.08 5.50 2.81 to 11.34 

Metridium zone 2.31 0.99 -1.35 1.74 0.77 to 4.74 

Pisidia longicornis 
    

  

Mytilus zone 2.24 0.62 -53.01 2.32 1.11 to 5.12 

Scour protection layer 0.63 0.99 4.78 0.43 0.24 to 0.78 
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Table 3.5: Overlaps (‰2) of the sample-size corrected standard ellipse areas (SEAC) 

between the groups of the same species collected in different zones. 

 
Diadumene cincta 

Mytilus zone Jassa zone 0.20 

Jassa herdmani 

Scour protection layer Jassa zone 0.00 

Scour protection layer Mytilus zone 0.00 

Scour protection layer Soft substrate 0.00 

Jassa zone Mytilus zone 0.09 

Jassa zone Soft substrate 0.07 

Mytilus zone Soft substrate 0.07 

Metridium senile 

Scour protection layer Jassa zone 0.07 

Scour protection layer Metridium zone 0.31 

Scour protection layer Mytilus zone 0.25 

Scour protection layer Soft substrate 0.43 

Jassa zone Metridium zone 0.00 

Jassa zone Mytilus zone 0.02 

Jassa zone Soft substrate 0.00 

Metridium  zone Mytilus zone 0.00 

Metridium  zone Soft substrate 0.26 

Mytilus zone Soft substrate 0.00 

Mytilus edulis 

Intertidal zone Metridium zone 0.10 

Intertidal zone Mytilus zone 0.22 

Metridium zone Mytilus zone 0.00 

Necora puber 

Metridium zone Soft substrate 1.08 

Ophiothrix fragilis 

Jassa zone Metridium zone 0.00 

Jassa zone Mytilus zone 0.00 

Metridium zone Mytilus zone 0.63 

Pisidia longicornis 

Scour protection layer Mytilus zone 0.00 
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Table 3.6: Bayesian standard ellipse area (SEAB) probabilities (prob) that the ellipse area of 

one group is smaller than the other (g2). 
 

Diadumene cincta 

g1 g2 Probability 

Mytilus Jassa 0.0055 

Jassa herdmani 

g1 g2 Probability 

Mytilus Jassa 0.32475 

Mytilus Scour protection layer 0.22075 

Mytilus Soft substrate 0.9555 

Jassa   Scour protection layer 0.3175 

Jassa Soft substrate 0.98125 

Scour protection layer Soft substrate 0.96875 

Metridium senile 

g1 g2 Probability 

Mytilus Jassa 0.91075 

Mytilus Metridium 0.36175 

Mytilus Scour protection layer 0.7485 

Mytilus Soft substrate 0.65925 

Jassa Metridium 0.024 

Jassa Scour protection layer 0.19825 

Jassa Soft substrate 0.1305 

Metridium   Scour protection layer 0.88425 

Metridium Soft substrate 0.81675 

Scour protection layer Soft substrate 0.3785 

Mytilus edulis 

g1 g2 Probability 

Intertidal Mytilus 0.0005 

Intertidal Metridium 0.00075 

Mytilus   Metridium 0.1725 

Necora puber 

g1 g2 Probability 

Metridium Soft substrate 0.99225 

Ophiothrix fragilis 

g1 g2 Probability 

Mytilus Jassa 0.94775 

Mytilus Metridium 0.3625 

Jassa Metridium 0.02675 

Pisidia longicornis 

g1 g2 Probability 

Mytilus Scour protection layer 0.00025 
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3.3.2 Food resource contribution per consumer 

The Bayesian stable isotope mixing models (SIMMR) revealed depth-dependent 

differences in resource utilization of species (Fig. 3.5, Table A2.3). Diadumene cincta 

was the only species that did not show any dietary differences between the different 

zones it occupied, exploiting mainly SPOM in both the Mytilus and the Jassa zone 

(mean and standard deviation: 63 ± 11.2 % and 72 ± 6.8 % contribution to its diet, 

respectively). Necora puber was the only species that exploited more or less equal 

shares (usually < 20 %) of multiple resources at every depth zone.  

 

 
Figure 3.4: Eccentricity (E – upper graph) and theta (◦) (θ – lower graph) values of every 

species in the different zones (Intertidal, Mytilus, Jassa, Metridium, Scour Protection Layer – 

SPL and soft substrate). Each boxplot represents the median (middle horizontal line) and the 

lower and upper quartile (the lower and upper end of the boxplots respectively) of 

eccentricity and theta in the different zones, while the whiskers represent the extreme 

highest and lowest observations. Intertidal was the only zone without enough replicates to 

generate a boxplot. 
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The other consumers showed higher variability in their diets when sampled at 

different depth zones. Jassa herdmani mainly exploited zooplankton in the Jassa and 

Mytilus zones, while SOM was an important resource for J. herdmani from the SPL 

and soft substrate. The brittle star O. fragilis consumed SPOM in the Mytilus and Jassa 

zones (55.2 ± 17.4 % and 59 ± 20.1 %, respectively), but in the Metridium zone, the 

contribution of SPOM to its diet was considerably lower (31.6 ± 17.6 %). The 

contributions of crab and other zooplankton larvae to its diet (25.0 ± 19.4 % and 23.9 

± 18.3 %, respectively) were higher in the Metridium zone. The suspension-feeding 

crab P. longicornis mainly consumed SPOM (69 ± 11.7 %) in the Mytilus zone but 

SOM (69 ± 5.4 %) in the SPL. Finally, M. edulis mainly fed on macroalgal material in 

the intertidal (67.2 ± 3.9 %), while SPOM was an important food source in the subtidal 

zones (55.5 ± 5.9 % and 30.9 ± 12.3 % in the Mytilus and Metridium zones, 

respectively). However, in the Metridium zone, different resources contributed more 

or less equally to the diet of M. edulis.  

 

3.4 Discussion 

Competition may drive species to alter their niche, thus facilitating co-existence 

(Svanbäck and Bolnick, 2007). The most common mechanism to avoid resource 

competition is niche variation, where generalist species narrow down their resource 

use (Van Valen, 1965; Huss et al., 2008). From this point of view – and in contrast to 

the alternative niche pre-emption theory (May and Arthur, 1972) – a strong 

competitor is not one that outcompetes other species at using the most favourable 

food, but one that exhibits high (‘dominant’) resource plasticity as a function of its 

competitive environment (Ashton et al., 2010).  

Our results partly confirmed our hypothesis that most species that are found across 

multiple depth zones at an offshore wind turbine would exhibit depth-specific 

resource use strategies. This was demonstrated both by the limited overlaps of the 

isotopic niches of a given species between different depths, and by depth-specific 

differences in their diet composition. These data support the idea of a considerable 

trophic plasticity, which was not related to the mobility of the species, since it was 

observed for both sessile and mobile species. Only the anemone Diadumene cincta 
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proved to be a resource specialist, consuming suspended particulate organic matter 

(SPOM) irrespective of the zone where it was sampled.  

 

3.4.1 Food resources and isotopic niches 

The organisms occurring on offshore wind turbines have access to a wide range of 

food resources. These resources are generally well-mixed along the depth gradient 

(Jago and Jones, 1998; van Oevelen et al., 2009; Franco et al., 2010). Suspended 

particulate matter has been reported to be homogenously mixed in the water column 

in the southern part of the North Sea (Jago and Jones, 1998) and in close proximity 

to the OWFs (Floeter et al., 2017; Forster, 2018). Similarly, chlorophyll a 

concentrations at the Belgian part of the North Sea (BPNS) have been observed to 

be comparable in surface and bottom waters (van Oevelen et al., 2009; Franco et al., 

2010). From the potential resources that we sampled, zooplankton, suspended 

particulate organic matter (SPOM), sediment organic matter (SOM) and macroalgae 

were highly exploited by most of the invertebrate species (excluding Necora puber – 

Fig. 3.5). The carbon and energy content of these resources differs, with zooplankton 

being the most energy-rich, followed by macroalgae, SPOM, and finally SOM (Wilson 

and Parkes, 1998).  

The results of our study indicate that the organisms occurring in deeper zones have 

generally broader trophic niches than those in the upper zones (Table 3.4). This 

implies that these organisms have access to a wide range of sedimentary sources, 

which are enriched around the base of the turbine foundations. Indeed, the 

biodeposition of faeces and pseudofaeces by filter-feeders (mainly Mytilus edulis) 

growing on offshore wind turbines enriches the nearby surroundings (Coates et al., 

2014), increasing both the availability, diversity and quality range of resources in the 

SPL and the soft substrate close to the turbines (Mavraki et al., 2020). This may well 

explain why organisms from deeper zones generally exhibited isotopic niches that 

were more stretched along the x-axis (high E values and θ < 45° - Fig. 3.4), compared 

to their conspecifics from shallower zones (Reid et al., 2016; Tabak et al., 2016). 

Diadumene cincta, M. edulis and O. fragilis mainly had negative θ values (Table 3.4) 

indicating that an increase in their δ13C values was associated with a decrease in δ15N, 
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while the other species mainly had positive θ values, implying that δ13C and δ15N 

covaried positively (Reid et al., 2016). 

 

3.4.2 Trophic plasticity of colonising fauna 

The resource utilization patterns shown by the mixing models at least partly 

confirmed the depth-dependence of feeding strategies indicated by the isotopic 

niche descriptors (section 3.4.1). As a direct consequence of these depth-specific 

feeding strategies, species like M. edulis, M. senile, J. herdmani, O. fragilis, N. puber 

and P. longicornis act as resource generalists at the turbine scale, while having 

narrower diets at the scale of single depth zones. This leads to zone-specific isotopic 

niches (Fig. 3.2), often with limited or no overlap (Table 3.5). Such switching between 

resource-use strategies can be an important mechanism to avoid resource 

competition (Bolnick et al., 2003; Lefebvre et al., 2009), and demonstrates a large 

degree of trophic plasticity of these species.  

The diet of M. edulis in the Mytilus zone consisted mainly of SPOM (55.5 ± 5.9 %), 

which is considered an energy-poor resource (Wilson and Parkes, 1998; David et al., 

2006), while it largely obtained carbon from macroalgae (67.2 ± 3.9 %) when in the 

intertidal (Table A2.3). Macroalgae are abundantly present on offshore wind turbines 

in the North Sea, where they mostly consist of Porphyra spp. and Ulva spp. (Bouma 

and Lengkeek, 2008). While M. edulis cannot directly graze on macroalgae, it can filter 

fine particulate macroalgal detritus which becomes suspended due to waves and 

tidal action (Dubois et al., 2007). In the Metridium zone, by contrast, 70 % of the diet 

of M. edulis consisted of various zooplankton groups (mainly crab larvae and 

copepods), SPOM still accounting for the remaining 30 %. A large dependence of M. 

edulis on zooplankton is in line with previous studies (Lehane and Davenport, 2002; 

Wong and Levinton, 2006; Maar et al., 2007), but could result in resource competition 

with M. senile, which is the dominant species in this zone and feeds mainly on 

zooplankton. However, we suggest that zooplankton is abundant enough to fulfil the 

energy demands of both species.  

Still, it should be noted that M. edulis feeds on a lower-quality food resource in its 

own zone of dominance. There are two possible explanations for this; either SPOM 
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is much more abundant closer to the sea surface compared to the deeper areas, or 

there is higher intraspecific competition within the Mytilus zone than there is 

interspecific competition. Support for the higher availability of SPOM near the 

surface can be found in the diet of most species (D. cincta, M. edulis, M. senile, P. 

longicornis, O. fragilis), which exploited SPOM in the Mytilus and Jassa zones, while 

zooplankton was mainly exploited in deeper zones. Indeed, high surface 

concentrations of suspended particulate matter have been documented as sediment 

plumes by aerial photography (Vanhellemont and Ruddick, 2014) and acoustic data 

(Baeye and Fettweis, 2015) in the OWF areas in the BPNS. These are normally obvious 

shortly after strong storm events (Pleskachevsky et al., 2005), but the construction of 

turbines induces their production due to the changes in the hydrodynamics and 

sediment transport, affecting the turbidity (Baeye and Fettweis, 2015). Plumes are 

associated with the wakes of single turbines, and their tidal stream and direction 

change with the tide cycle (Vanhellemont and Ruddick, 2014). The duration of the 

plumes differs with the tidal cycle and seasonality (Baeye and Fettweis, 2015), but 

they are persistent, since they are continuously repeating with each current reversal 

(Vanhellemont and Ruddick, 2014). Plumes are mainly caused by the resuspension of 

relatively small, fast-settling, predominantly inorganic particles (Eleveld et al., 2008), 

while particles of organic origin are also part of them (Fettweis et al., 2011; Baeye 

and Fettweis, 2015). This indicates that the concentration of SPOM can often be very 

high near the water surface, and therefore zooplankton densities will be relatively 

decreased there. Thus, it is possible that the organisms exploit the food resource that 

is ad libitum, shifting their diets synchronously towards this non-limiting food 

resource (Lefebvre et al., 2009). Alternatively, it is possible that M. edulis shows higher 

intraspecific than interspecific competition in its own zone of dominance, leading to 

high competition between the M. edulis individuals for the limiting energy-rich 

resources and finally, to the exploitation of the non-limiting SPOM by the majority 

of them (Troost et al., 2010). 

Metridium senile fed on both zooplankton (59.3 ± 12.9 %) and SPOM (40.7 ±12.9 %) 

in its own depth zone, while in other depth zones, it mainly utilized SPOM (> 56 %, 

Table A2.3). The latter strategy may allow it to coexist with J. herdmani in the Jassa 

zone, where the highly abundant J. herdmani predominantly feeds on zooplankton 
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(Table A2.3). In the Mytilus zone, the feeding strategy of M. senile with a focus on 

SPOM may bring it in direct competition with M. edulis. There are two possible 

explanations for this dietary shift; either M. senile avoids competition with J. herdmani 

in the Mytilus zone, or it is energetically more favourable to feed on SPOM which is 

probably available in non-limiting quantities (see above), given that most of the 

species in the Mytilus and Jassa zones (except J. herdmani) primarily relied on SPOM 

(Table 3.7).  

Jassa herdmani mainly fed on zooplankton in every depth zone. In the SPL and in 

soft substrate, the contribution of SOM increased substantially to 30 % and more 

(Table A2.3), but zooplankton remained the predominant resource. However, J. 

herdmani is not a sediment dwelling organism and its presence there can be 

explained by individuals that have become dislodged from the turbine (Bouma and 

Legkeek, 2012; Mavraki et al., 2020). Their isotopic signatures likely reflect in part 

their original position along the turbine depth gradient and in another part an 

opportunistic and little selective use of the most available resource(s) at or near the 

sediment. In general, our results suggest that J. herdmani is a strong competitor for 

zooplankton, as evidenced by the higher contribution of zooplankton to its diet than 

to that of any other consumer in every zone where J. herdmani occurred (Table A2.3). 

Indeed, other species largely exploited zooplankton in the Metridium zone, where J. 

herdmani was rare. 

Similarly, dietary shifts were also observed for mobile consumer species (Fig. 3.2), 

suggesting that these do not dwell the turbine and its environment in search of a 

preferred food source. Pisidia longicornis individuals sampled from the Mytilus zone 

mainly fed on SPOM (68.5 ± 11.7 %), while the diet of individuals from the SPL was 

dominated by SOM (69.3 ± 5.4 %). The size of the trophic niche (SEAC) of P. 

longicornis was also considerably larger in the Mytilus zone than in the soft sediments 

(Fig. 3.2, Table 3.4), which may be a strategy of minimizing competition with M. edulis 

by broadening its trophic niche while sharing a substantial part of its resources with 

that species. 
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Ophiothrix fragilis is a deposit/suspension feeder that mainly consumed SPOM in the 

Mytilus (55.2 ± 17.4 %) and Jassa (59 ± 20.1 %) zones, but the contribution of SPOM 

to its diet dropped by almost half in the Metridium zone, where O. fragilis mainly fed 

on crab and other larvae (up to 70 %). These feeding strategies may bring O. fragilis 

in direct competition with M. edulis in the Mytilus zone and with M. senile in the 

Metridium zone. At the same time, it would limit competition between O. fragilis and 

J. herdmani, a strategy that is further enforced by a pronounced increase in the size 

of its trophic niche (SEAB, Fig. 3.3) in the Jassa zone. It is nevertheless important to 

note that niche expansion at the population level may not only follow from a 

decrease in interspecific competition, but also from an increase in intraspecific 

competition, because the latter may drive individuals to minimize niche overlap with 

conspecifics by narrowing their resource use (Svanbäck and Bolnick, 2007; Violle et 

al., 2012). As such, the considerably larger isotopic niche of M. edulis in the intertidal 

zone, for instance, may also reflect strong intraspecific competition. Because isotopic 

niches are calculated at a ‘population level’ (i.e. for a group of individuals) rather than 

at an individual level, our data can only demonstrate the degree of variation within 

a population, but not the niche width of individual consumers, and hence cannot 

prove the ecological mechanism causing the observed variation. 

In contrast to O. fragilis, Necora puber, exhibited no or only small differences in 

trophic niche between the Metridium zone and the soft substrate (Fig. 3.2). In the 

Metridium zone, N. puber was partly feeding on the small crab Pilumnus hirtellus 

(20.6 ± 17.9 %), while in the soft substrate, no specific dietary preferences were 

observed. This indicates that N. puber does not narrow its resource range and/or 

shifts to different food sources depending on the depth zone where it occurs, and 

exhibits very little trophic plasticity.  

Finally, D. cincta was the only trophic specialist observed in our study, and hence, the 

only species that did not show any trophic plasticity. Diadumene cincta mainly 

consumed SPOM in both the Mytilus (62.5 ± 11.2 %) and the Jassa (71.9 ± 6.8 %) 

zones (Fig. 3.2, Table A2.3). The specialist diet of this species suggests that it cannot 

avoid competition with other, more dominant species. Because of their shared 

reliance on SPOM, trophic competition with M. edulis in the Mytilus zone is likely to 
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occur, but in turn, limited competition is to be expected with J. herdmani, since the 

latter species predominantly preys on zooplankton. 

 

3.4.3 Methodological considerations 

The δ13C values of SPOM and SOM were highly similar, which is in line with a previous 

study conducted in the area (Franco et al., 2008). This could be explained by the 

composition of SOM, which partly consists of deposited SPOM particles and partly 

of the faecal pellets derived from the biodeposition of the colonising organisms 

(Coates et al., 2014). The δ15N values of SPOM were almost identical to the δ15N 

values of zooplankton. Such similarities in the δ15N values between SPOM and 

zooplankton have been previously reported in summer and autumn in the 

Mediterranean Sea (Bǎnaru et al., 2014). Therefore, SPOM in our samples could 

contain a range of different particles, each with somewhat different isotopic 

signatures, that influenced the overall SPOM isotopic values but also the estimates 

of the contributions of SPOM and SOM to the diet of consumers.  

In addition, we probably did not collect all the available potential resources (i.e. 

diatoms, bacteria, detritus, etc.). A significant contribution of bacteria to the diet of 

suspension feeding organisms, such as the blue mussel Mytilus edulis (Kreeger and 

Newell, 1996) and the brittle star Ophiothrix fragilis, might explain the unexpectedly 

low δ15N values measured for suspension feeding organisms (Cresson et al., 2016). 

Bacteria represent an important proportion of the organic carbon content in marine 

food webs (Richoux and Froneman, 2008) and are considered a potential food 

resource both for bivalves (Maar et al., 2007; Mueller et al., 2013; Cresson et al., 2016; 

Demopoulos et al., 2017) and for O. fragilis (Migne et al., 2012).  

 

3.5 Conclusions 

Our study provides insight into the feeding strategies and dietary composition of 

invertebrate species associated with offshore wind turbine foundations. A 

considerable degree of trophic plasticity was observed for both sessile and mobile 

species, indicating that they exploit at least partly different resources in different 
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depth zones. The isotopic niches of most species were highly horizontally elongated 

in deeper zones, which suggests that organisms consumed resources with distinct 

δ13C values that are accumulated in the scour protection layer (SPL) and the 

surrounding soft sediments, but also that there was considerable intraspecific 

variation in diet. Our results suggested that Diadumene cincta was the only trophic 

specialist, since it predominantly fed on suspended particulate organic matter 

(SPOM) in both zones where it occurred. All the other species showed zone-specific 

dietary shifts, which may well represent a way to avoid trophic competition with the 

dominant species of each zone and/or a strategy to feed on energetically more 

favourable food sources. Jassa herdmani appeared to be a dominant competitor for 

zooplankton, since its occurrence in any depth zone coincided with a very limited or 

no contribution of zooplankton to the diets of the other species in that zone. Finally, 

this study suggests that trophic plasticity is likely a key mechanism allowing the co-

existence of invertebrate organisms within and across depth zones at an offshore 

wind turbine. 
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Abstract 

The installation of offshore wind farms (OWF) adds artificial hard substrates into soft-

bottom areas, changing the local biodiversity. The turbine foundations are rapidly 

colonised by colonising organisms, mainly consisting of suspension feeders that can 

potentially reduce the local primary producer standing stock. In this study we 

estimated the amount of organic matter processed by colonising assemblages of 

OWFs. We conducted a laboratory pulse-chase experiment, by offering 13C-labelled 

fragmented algae to PVC panels colonised by OWF epibenthic fauna. The blue 

mussel Mytilus edulis showed the highest biomass-specific carbon assimilation, while 

the high densities of the amphipod Jassa herdmani resulted in the highest total 

carbon assimilation. By upscaling our results to the total number of the installed 

offshore wind turbines in the Belgian part of the North Sea, we estimate that these 

species can reduce the local primary producer standing stock in the area by ca. 1.3 

%. Mytilus edulis and J. herdmani communities colonising offshore wind turbine 

foundations remarkably increase carbon assimilation compared to natural soft 

sediment macrofauna inhabiting the same surface area (i.e. footprint of the turbines). 
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As compared to natural soft sediments, jacket foundations cause the highest and 

gravity-based foundations the lowest increase in the local carbon assimilation. 
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4.1 Introduction 

In recent years, the offshore wind farm (OWF) industry is rapidly increasing in order 

to meet green energy requirements. As a result, OWFs are continuously under 

construction and/or scheduled in the North Sea (Soma et al., 2019), since they allow 

a high total level of energy production (EC, 2008; EWEA, 2012). In the beginning of 

2018, 4149 offshore wind turbines were installed in European marine waters, 

corresponding to a capacity of 15.8 GW, while in 2020 this capacity is expected to 

reach 25 GW and up to 48 GW in 2030 (WindEurope, 2018). 

The establishment of OWFs induces changes to the marine environment (Lindeboom 

et al., 2011; Gill et al., 2018). Wind turbines are being rapidly colonised by epibenthic 

communities (Krone et al., 2013a; De Mesel et al., 2015; Nall et al., 2017), which mainly 

consist of suspension feeders (Lindeboom et al., 2011). Suspension feeders capture 

food particles that are in suspension and are highly diluted in the water column (Gili 

and Coma, 1998). These organisms (i.e. the blue mussel Mytilus edulis) may reduce 

both the phytoplankton and the micro- and meso-zooplankton biomass (Maar et al., 

2007; Slavik et al., 2019). This could eventually lead to an alteration of food webs and 

biogeochemical cycling in and around the OWFs (Slavik et al., 2019).  

Understanding the nature and fate of organic matter in marine communities is 

important in order to estimate the extent of and variability in carbon consumption 

in marine ecosystems and their contribution to the marine carbon budget (Cebrian, 

2002). Especially in OWFs, the increased abundances of colonising organisms 

(Lindeboom et al., 2011; De Mesel et al., 2015) might lead to increased reduction of 

phytoplankton around these installations (Slavik et al., 2019). In the southern North 

Sea, such high abundances of colonising species were not present before the 

construction of the thousands of offshore wind turbines. Thus, estimating the organic 

matter consumption by colonising species is important in understanding the effects 

of these organisms on the pelagic ecosystem (Slavik et al., 2019). Currently, such 

estimations are available from modelling exercises, which only considered the role 

of the blue mussel M. edulis for the reduction of the annual primary producer 

standing stock (Slavik et al., 2019). However, obtaining experimental data to validate 
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model estimates and also considering species other than M. edulis are lacking so far. 

A way to acquire such data is to perform labelling experiments.  

Labelling organic matter with stable carbon and/or nitrogen isotopes has been 

shown to be a useful method for quantifying the consumption and assimilation of 

food resources by benthic organisms (Middelburg et al., 2000; Boschker and 

Middelburg, 2002; Aberle and Witte, 2003). By conducting pulse-chase experiments, 

the rates and pathways of short-term organic matter cycling in benthic communities 

can be quantified (Middelburg et al., 2000; Witte et al., 2003a, 2003b; Woulds et al., 

2007). This approach has been extensively applied in a wide range of soft sediment 

habitats, from estuaries (Middelburg et al., 2000; Moodley et al., 2000) to abyssal 

areas (Witte et al., 2003a; Woulds et al., 2009, 2016), from polar (Gontikaki et al., 

2011a, 2011b; Braeckman et al., 2019) to the tropic regions (Aspetsberger et al., 2007; 

Sweetman et al., 2010) and from organic carbon-rich (Woulds et al., 2007) to 

oligotrophic sediments (Bühring et al., 2006a). However, to our knowledge, this type 

of experiment has not been applied to hard substrate communities yet.  

In the present study, we aimed at investigating the hard substrate macrofaunal 

carbon (C) assimilation by the colonising fauna that occurs at offshore wind turbines. 

We conducted a mesocosm experiment in which we applied a carbon stable isotope 

labelling approach to track the organic matter into the macrofaunal biomass. We 

hypothesized that the different colonising taxa would demonstrate significant 

differences in carbon assimilation, with the blue mussel M. edulis showing the highest 

assimilation rate, since this species is known to be a key player in the reduction of 

the primary producer standing stock (Slavik et al., 2019). Furthermore, we upscaled 

the results of this study to the total number of wind turbines in the Belgian part of 

the North Sea to estimate the grazing effect of colonising fauna on the local primary 

producer standing stock. Finally, we compared the amount of carbon assimilated by 

the colonising fauna to that of a natural soft sediment macrofauna inhabiting the 

same surface area as the footprint of a monopile, a jacket and a gravity-based 

foundation.  
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4.2 Materials and methods 

4.2.1 Organism collection 

Colonising organisms are typically attached on the offshore wind turbine 

foundations and they can disperse to newly established hard substrates either via 

their planktonic larvae or as adults (Lange et al., 2010; Lindeboom et al., 2011; Krone 

et al., 2013a). To bring naturally grown hard substrate assemblages from OWFs to 

the laboratory, nine PVC panels (15 x 15 cm) were attached on a tripod (1.5 - 2 m 

above the sea floor – Fig. 4.1) and deployed in April 2017 in the C-Power OWF on 

the Thornton Bank (water depth: ca. 25 m, coordinates: 51°54.08’N – 2°91.68’E) in the 

Belgian part of the North Sea (BPNS). The distance between the tripod and the 

turbines was approximately 500 m. The panels were roughened on one side to 

facilitate colonisation (Beermann and Franke, 2012), while their distance apart was 

approximately 5 cm. The panels remained in the water for one year in order to be 

fully colonised by epibenthic organisms and were recovered in April 2018. The PVC 

panels were randomly and carefully collected in sealed plastic bags by scientific 

divers (1 PVC panel per bag) before being taken to the surface. Upon recovery, the 

PVC panels were fully colonised (Fig. 4.2) and were immediately placed in buckets 

with filtered seawater, since we aimed at conducting the mesocosm experiment with 

starved organisms. Thus, using filtered seawater would ensure that gut evacuation 

would start immediately after recovery. Air supply was also provided until the plates 

were transferred to the laboratory, within four hours. 

 

4.2.2 Experimental set-up 

In the laboratory, four PVC panels were immediately scraped in order to provide 

background 13C data. At least five individuals per species per PVC panel were isolated 

whenever possible, kept overnight in filtered seawater for gut evacuation and stored 

in -20 ℃ until further analysis (see 4.2.3). Only females and non-thumbed males were 

collected for the species Jassa herdmani, since the thumbed males do not feed 

extensively (Beermann and Franke, 2012). The remaining organisms were kept in a 

formaldehyde-seawater solution (8 %) for species identification, counting and 

biomass measurements. The other five PVC panels were incubated in five separate 
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experimental tanks (one PVC panel per experimental tank) that contained in total 17 

l of 0.2 μm filtered sea water, at an in situ temperature of 10 ℃ and air supply, in a 

dark climate room. An experimental tank consisted of two chambers (lower and 

upper) connected by two water pipes to enable water circulation (Fig. 4.3). The lower 

chamber contained an air pump and a water pump circulating the water (speed of 

water circulation 9 l min-1), since most of the colonising species found at OWFs are 

suspension-feeders (Lindeboom et al., 2011) and need water current that can keep 

the food particles in suspension (Gili and Coma, 1998). The upper chamber contained 

a colonised PVC panel hanging in the chamber and a mesh (mesh size: 1 mm) that 

was preventing the mobile and hemi-sessile macro-organisms to flow to the lower 

chamber. 

  

 
 

Figure 4.1: Image of the set-up of the PVC panels on the tripod before they were deployed 

at sea in April 2017. 
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After 24 h of acclimation, approximately 0.1 g of lyophilized fragmented algae 

corresponding to 43 mg C (99 atom % 13C, Sigma-Aldrich ® 478,945) was suspended 

in 1 l of filtered (0.2 μm) sea water to assure a homogenous mixing of the algal cells. 

The suspended fragmented algae were subsequently added to the upper chamber 

of every experimental tank. Hence, the total volume of each experimental tank was 

18 l after the addition of the algae. We aimed at providing the food resources ad 

libitum to assure sufficient food particles in every experimental tank. Therefore, we 

initially calculated the amount of carbon that naturally occurs in the BPNS. Previous 

chlorophyll a measurements in the same sampling season in the BPNS indicated that 

the chl a concentration is ca. 40 mg m-3 (Provoost et al., 2013). We recalculated this 

amount to organic carbon content following Legendre and Michaud (1999): 

 
 

Figure 4.2: Image of a fully colonised PVC panel after recovery. 
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log10 [POC] = 2.27 + 0.35 log10 [chl a] 

From this equation, the amount of carbon that naturally occurs in the BPNS in spring 

was estimated at 0.68 mg C l-1 corresponding to ca. 12 mg C per tank. Soft sediment 

macrofaunal organisms can rapidly assimilate 13C-labelled material (Witte et al., 

2003a) and thus, three days of experimental duration was assumed to be sufficient 

for the enrichment of all the individuals. Since we wanted to have unlimited food 

conditions during three days of incubation, we added ca. 43 mg C per tank.   

At the end of the incubation period, the PVC plates of every experimental tank were 

isolated and completely scraped. The organisms were consequently processed as 

described above for the background data. Furthermore, the water from the tanks was 

sieved and the remaining algal material was stored in -20 ℃. The few organisms that 

were in the water were isolated and included in the identification, counting and 

biomass measurements of the respective replicate.  

 
 

Figure 4.3: Experimental set-up. The colonised PVC panel hanged from the mesh in the 

upper experimental tank. The lower experimental tank contained a water and an oxygen 

pump. The two tanks were connected with two water pipes that allowed for the circulation 

of the water as it is shown by the two single arrows. 



Chapter 4  125 

4.2.3 Laboratory analysis 

The total species abundance of each PVC panel (including the ones for the 

background data – see 4.2.2) was counted. The organisms were identified under a 

stereomicroscope to the lowest taxonomic level possible, counted and weighed (dry 

weight and ass-free dry weight). Densities of the amphipod J. herdmani were derived 

from subsamples since this was a very abundant species on the PVC panels. The 

abundances per taxon and per experimental tank were then used to estimate the 

total carbon assimilation per unit of biomass in the entire colonising assemblage (see 

4.2.4).  

The frozen macrofaunal samples from both the background and the incubated PVC 

panels were thawed, rinsed with milli-Q water and further processed for stable 

isotope analysis (SIA). Entire individuals of amphipods, polychaetes, nudibranchs, 

anemones, crabs and small mussels, and foot tissues from gastropods were dried 

overnight at 60 ℃ (Pinnegar and Polunin, 1999). The dried tissues were grounded to 

a homogenous powder using a pestle and a mortar. Approximately 1 mg of dried 

tissue of calcareous-shelled organisms and crustaceans was placed in silver (Ag) cups 

(8 x 5 mm, Elemental Microanalysis UK) and was decarbonated by adding 1 % HCl 

“drop by drop” until the elimination of CO2 (Jacob et al., 2005). After the 

decarbonation, the acidified samples were rinsed with distilled water, dried and 

encapsulated. Dried tissue from organisms without calcareous parts was immediately 

encapsulated in tin (Sn) cups and stored dry in multi-well Microtitre plates in a 

desiccator until further analysis. The majority of the specimens were encapsulated 

individually. However, the dry weight of some small in size organisms was not 

sufficient, and hence, more individuals of the same species and from the same plate 

were pooled together for the isotopic analysis.  

All the samples for carbon stable isotope analysis were analysed at the UC Davis 

Stable Isotope Facility (University of California, USA). The carbon isotopic 

composition was determined with a PDZ Europa ANCA-GSL elemental analyser 230 

interfaced to a PDZ Europa 20-20 isotope ration mass spectrometer. The results were 

expressed in the standard delta (δ) notation in parts per thousand (‰) as stated by 

the following equation: 
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δ13C = [(RSample / RStandard) – 1] x 103 

where R is the corresponding ratio of 13C/12C. 

 

4.2.4 Carbon assimilation 

Carbon assimilation was calculated according to Middelburg et al. (2000). The total 

specific uptake was calculated as the product of excess 13C (E) and organic carbon in 

the biomass. Excess 13C was calculated as the difference between the fraction 13C of 

the background (Fbackground) and the sample (Fsample):  

E = Fsample - Fbackground 

where 

F = 13C/(13C + 12C) = R/(R + 1) 

and 

R = (δ13C/1000 +1) × RVPDB 

where RVPDB = 0.0111802 is the carbon isotopic ratio of the Vienna Pee Dee Belemnite 

standard. 

Macrofaunal 13C assimilation was calculated as the product of the 13C excess (E) and 

the carbon content of the sample, divided by the fraction of 13C in the total carbon 

content of the labelled algae (99 %). The mean carbon assimilation was calculated 

for every species and multiplied by their abundance in every experimental tank. 

Assimilation into total biomass is expressed as total assimilation per species and 

replicate (summed individual assimilation × abundance; in μg C assimilation μg C 

biomass-1). 

 

4.2.5 Data analysis 

One-way analysis of variance (ANOVA) was used to test for differences in: (a) carbon 

biomass, (b) total carbon assimilation, and (c) total carbon assimilation per unit of 
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biomass between the different macrofaunal species. Species present on less than 

three replicates (N < 3, Pilumnus hirtellus, Leptoplana tremellaris and Lanice 

conchilega) were excluded from these analyses since their contribution to the carbon 

assimilation and/or biomass was assumed to be only marginal. Prior to the ANOVA 

analyses, the assumption of homogeneity of variances (Levene’s test) and the 

assumption of normality of the data (Shapiro test) were tested and proved valid. Post 

hoc multiple comparisons were performed using the Tukey’s Honest Significant 

Difference (HSD) test. All statistical analyses were carried out in R 3.5.3 (R 

Development Core Team 2018). Results are expressed as mean ± standard deviation 

(sd). 

 

4.2.6 Upscaling rationale and calculations 

To upscale our results to the total OWF area in the BPNS, calculations were 

performed by combining the results of this and previous studies (Table 4.1). Only J. 

herdmani and M. edulis were included in the upscaling calculations, since these two 

species assimilated the largest amount of carbon compared to the other colonising 

fauna (see 4.3) and they are two of the most abundant species on the offshore wind 

turbine foundations. The surface area that each species occupies on the gravity-

based foundations was estimated by Ivanov et al. (pers.com.). Similar zonation 

patterns to gravity-based foundations have been observed for monopiles. On jacket 

foundations, mussels occupy the upper one third of the foundations while J. 

herdmani expands its distribution at the lower two thirds (Kerckhof pers. com.). Each 

type of foundation has a different footprint area on the seafloor (Rumes et al. 2013). 

As a footprint here we considered the surface area of the soft sediment that is lost 

due to the construction of each type of foundation, while changes caused to the soft 

sediment after the construction of the foundations were not taken into account. Data 

concerning the respiration, defaecation and - for J. herdmani - moulting rates 

(Hawkins and Bayne, 1985; Yamada and Ikeda, 2006) of these two species were also 

considered to calculate the actual carbon assimilation rate per species and from that, 

the actual carbon consumption rates (see below). Finally, the total primary 

production (213 g C m-2 y-1) in the BPNS (Lancelot et al., 2005) and the amount of 

carbon that is assimilated by macrofaunal communities in permeable  North Sea 



128  Chapter 4 

sediments (mg C m-2 d-1 - Bühring et al., 2006b) were also included in the data used 

for the upscaling calculations. 

Using these data, we calculated the total carbon biomass per foundation type (μg C 

m-2) by multiplying the mean individual biomass (μg C ind-1) with the total density 

(individuals m-2) per type of foundation. Then, the carbon assimilation per type of 

foundation (μg C m-2 d-1) was estimated and was upscaled to the total carbon 

assimilation (g C y-1) for all the different types of foundations in the BPNS (monopiles, 

jackets and gravity-based foundations). We estimated the total carbon assimilation 

for one year assuming equal carbon assimilation by these two species throughout 

the year. Using the results of this study combined with the annual primary production 

in the BPNS (Lancelot et al., 2005), we determined the percentage of the primary 

producer standing stock in the BPNS OWFs that is assimilated by J. herdmani and M. 

edulis. By dividing the carbon assimilation of J. herdmani and M. edulis occurring in 

all the OWF foundations in the BPNS with their assimilation rates (as provided by the 

literature) we estimated the percentage of the primary producer standing stock that 

is processed/grazed upon by these two species. Finally, we determined the amount 

of carbon that is not assimilated by the natural permeable sediment macrofauna due 

to the construction of each type of foundation and defined the ratios turbine (mg 

C)/sediment (mg C) to evaluate the additional amount of carbon that is assimilated 

due to the presence of colonising fauna. 

Table 4.1: Data used for the upscaling calculations for the two different colonising species, the 

turbine foundations in the Belgian part of the North Sea (BPNS), the annual primary production 

in the area and the carbon assimilation of macrofaunal organisms typically occurring at 

permeable sediments. 

 
DATA         References 

  Jassa 

herdmani 

Mytilus 

edulis 

(<1cm) 

Mytilus 

edulis 

(1-3cm) 

Mytilus 

edulis 

(>3cm) 

J. herdmani and M. edulis 

(1-3cm): this study; M. 

edulis weight (>3cm): 

Bouma and Lengkeek, 

2012; M. edulis weight 

(<1cm): Mallet et al., 

1987 

Mean individual 

biomass (μg C) 

285 51 238 394 

Mean individual 

biomass-specific C 

assimilation (μg C/μg 

C ind-1) 

0.30 1.11 1.11 1.11 this study 
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Total surface area (m2) 

on MONOPILES per 

species 

384 192 192 192 Rumes et al., 2013 

Total surface area (m2) 

on JACKETS per 

species 

887 444 444 444 Rumes et al., 2013 

Total surface area (m2) 

on GRAVITY-BASED 

per species 

173 123 123 123 Ivanov et al., pers. 

comm. 

  
    

  

Total density 

(individuals m-2) per 

MONOPILE 

24339 251 1368 224 Kerckhof, pers. comm. 

Total density 

(individuals m-2) per 

JACKET 

68848 22208 7800 0 Kerckhof, pers. comm. 

Total density 

(individuals m-2) per 

GRAVITY-BASED 

47765 3268 5196 304 Mavraki et al., 

unpublished data 

  
    

  

Number of 

MONOPILES in BPNS 

264 
   

  

Number of JACKETS in 

BPNS 

48 
   

  

Number of GRAVITY-

BASED foundations in 

BPNS 

6 
   

  

  
    

  

Footprint per 

MONOPILE (m2) 

573 
   

Rumes et al., 2013 

Footprint per JACKET 

(m2) 

10.5 
   

Rumes et al., 2013 

Footprint per 

GRAVITY-BASED (m2) 

2227 
   

Rumes et al., 2013 

      

Respiration fraction 0.28 0.36 0.36 0.36 Mytilus edulis: Hawkins 

and Bayne, 1985 

Jassa herdmani: Yamada 

and Ikeda, 2006 

Moulting fraction 0.04    

Defaecation fraction  0.48 0.48 0.48 

Assimilation fraction 0.32 0.16 0.16 0.16 

      

Surface area OWF in 

BPNS (km2) 

238     

Total production in 

BPNS (g C m-2 y-1) 

213    Lancelot et al., 2005 

Carbon assimilation 

(mg C m-2 d-1) by 

macrofauna in 

sediment 

Min: 3.3 Max: 42   Bühring et al., 2006b 
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4.3 Results 

4.3.1 Macrofaunal abundance and biomass 

The amphipod Jassa herdmani was the most abundant species with 12963 ± 10015 

individuals per incubated PVC panel (Table 4.2). The second most abundant species 

was the amphipod Monocorophium acherusicum (250 ± 188 ind.), followed by the 

blue mussel Mytilus edulis (86 ± 10 ind.). The other species/taxa showed lower 

abundances (ranging from 1 to 10 individuals per PVC panel).  

Significant differences between the species carbon biomass were observed (ANOVA 

F6,23 = 50.78, p < 0.001). The total J. herdmani carbon biomass per PVC panel at the 

end of the experiment averaged 1052 ± 823 mg C d-1, followed by the amphipod M. 

acherusicum with a carbon biomass that averaged 20 ± 15 mg C d-1. In contrast, M. 

edulis carbon biomass per PVC panel was significantly lower than that of J. herdmani 

and M. acherusicum, averaging 6.8 ± 1.2 mg C d-1. The carbon biomass of J. herdmani 

and M. acherusicum was significantly higher than that of the other species (Tukey 

HSD, padj < 0.05), implying that they contributed the most to the total carbon biomass 

on the panels. All the other species showed similarly small carbon biomass (< 8.5 mg 

C d-1) (Tukey HSD, padj > 0.05), including the species that were not tested in the 

ANOVA (Lanice conchilega, Leptoplana temellaris and Pilumnus hirtellus).  

 

4.3.2 Biomass specific C assimilation 

The δ13C signatures (Table 4.3) of 228 individual specimens at the end of the 

experiment ranged between -18.8 ± 0.1 ‰ (the polychaete L. conchilega) and 1894 

± 1094 ‰ (the blue mussel M. edulis). 

The biomass specific carbon assimilation differed significantly between the species 

(ANOVA F6,23 = 18.49, p < 0.001 – Fig. 4.4). Mytilus edulis was the species with the 

highest biomass-specific carbon assimilation (9.8 ± 6.5 μg C assimilation per mg C 

biomass d-1, Tukey HSD, padj < 0.05), while J. herdmani showed very low biomass 

specific carbon assimilation (0.2 ± 0.15 μg C assimilation per mg C biomass d-1). 

Crepidula fornicata showed the second highest biomass-specific carbon assimilation 

(0.62 ± 0.18 μg C assimilation per mg C biomass d-1), which was not significantly  
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lower than that of M. edulis (Tukey HSD padj < 0.05). The biomass-specific carbon 

assimilation of the other species was significantly lower than that of Mytilus edulis 

(values ranging from 0.002 to 1.36 μg C assimilation per mg C biomass d-1, Tukey 

HSD padj > 0.05). 
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4.3.3 Total C assimilation 

The total carbon assimilation by the colonising organisms in the experimental tanks 

ranged between 0.003 (nudibranch individuals) and 1070 (J. herdmani individuals) μg 

C d-1 per panel. This high variability was driven by the significantly different biomass 

and biomass-specific carbon assimilation observed for the different species (Fig. 4.5 

ANOVA F6,23 = 72.13, p < 0.001). Jassa herdmani showed the highest total carbon 

assimilation (431 ± 367 μg C d-1), followed by M. edulis (84.7 ± 35.7 μg C d-1) and M. 

acherusicum (14.7 ± 11.0 μg C d-1, Tukey HSD, padj < 0.05). The assimilation by the 

other species (including the species that were not tested in the ANOVA) was smaller 

than 3.3 μg C and significantly lower than J. herdmani, M. edulis and M. acherusicum 

(Tukey HSD, padj > 0.05). 

 

 
 
Figure 4.4: Biomass-specific carbon assimilation (μg C uptake mg C biomass-1) per species 

and per day on a logarithmic scale. The boxplots represent the 25th, median and 75th 

percentile of the biomass-specific assimilation, while the whiskers represent the 

1.5*Interquartile ranges (IQR) of the upper and lower quartile. 
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4.3.4 Upscaling 

The results from the upscaling calculations indicated that J. herdmani and M. edulis 

on all the offshore wind foundations in the BPNS assimilate in total 200 ton C y-1, 

which is ca. 0.40 % of the primary producer standing stock in the OWF area of the 

BPNS in their tissues (Table 4.4). Furthermore, the carbon processing (ingestion) by 

these two species occurring on all the offshore wind foundations in the BPNS was 

estimated at 657 ton C y-1 (Table 4.5). This suggests that 1.3 % of the annual local 

primary producer standing stock is grazed upon by J. herdmani and M. edulis. 

The calculations for the comparison of carbon assimilation between the different 

types of foundations and the natural permeable sediments indicated that the 

introduction of jacket foundations results in the highest increase in the carbon 

assimilation (ratio turbine/sediment: min: 14242 – max: 181259 – Table 4.6). The 

presence of monopile foundations results in the second highest increase in carbon 

assimilation (ratio turbine/sediment: min: 38 – max: 485), while the introduction of 

 
Figure 4.5: Taxon-specific carbon assimilation (expressed as % of the total carbon 

assimilation by all the consumers) of the different taxa found in the experimental tanks. The 

boxplots represent the 25th, median and 75th percentile and the whiskers show the 

1.5*Interquartile ranges (IQR) of the upper and lower quantile. 
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gravity-based foundations causes the smallest increase (ratio turbine/sediment: min: 

9 – max: 116). 

  Table 4.4: Assimilation of the primary producer standing stock by the species Jassa 

herdmani and Mytilus edulis. 

 
Assimilation of primary 

productivity 

Jassa 

herdmani 

Mytilus 

edulis 

(<1cm) 

Mytilus 

edulis 

(1-3cm) 

Mytilus 

edulis 

(>3cm) 

 

Total Biomass C per 

MONOPILE (μg C m-2 d-1) 

2309790 4243 108708 29420   

Total Biomass C per JACKET 

(μg C m-2 d-1) 

6533675 375416 619825 0   

Total Biomass C per GRAVITY-

BASED (μg C m-2 d-1) 

4532899 55244 412899 39927   

  
    

  

Total C assimilation per 

MONOPILE (μg C m-2 d-1) 

701736 4699 120399 32584   

Total C assimilation per 

JACKET (μg C m-2 d-1) 

1984993 415791 686485 0   

Total C assimilation per 

GRAVITY-BASED (μg C m-2 d-1) 

1377138 61185 457305 44222   

        

Total C assimilation per 

MONOPILE (mg C turbine-1 d-1) 

886959 902 23117 6256   

Total C assimilation per 

JACKET (mg C turbine-1 d-1) 

5797548 184486 304571 0   

Total C assimilation per 

GRAVITY-BASED (mg C 

turbine-1 d-1) 

782498 7495 56002 5417   

        

Total assimilation for all 

MONOPILES in BPNS (g C d-1) 

234157 238 6103 1652   

Total assimilation for all 

JACKETS in BPNS (g C d-1) 

278282 8855 14619 0   

Total assimilation for all 

GRAVITY-BASED foundations 

in BPNS (g C d-1) 

 

4695 45 336 33   

Total assimilation (kg C d-1) for 

M. edulis and J. herdmani on 

all OWF foundations 

549     

Total assimilation (kg C y-1) for 

M. edulis and J. herdmani on 

all OWF foundations 

200391 in 365 

days 
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Total assimilation (ton C y-1) 

for M. edulis and J. herdmani 

on all OWF foundations 

200     

      

Total production in OWF 

BPNS (ton C y-1) 

50694 assuming equal primary productivity 

throughout OWFs since enhanced primary 

productivity hasn't been quantified yet 

       

   0.40 % of primary productivity in 

BPNS OWFs is assimilated by 

Jassa herdmani and Mytilus 

edulis 

 
 
Table 4.5: Processing of local primary producer standing stock by the species Jassa herdmani 

and Mytilus edulis occurring in all the currently installed offshore wind farms in the Belgian 

part of the North Sea. 

 

Processing of primary 

productivity 

Jassa 

herdmani 

Mytilus 

edulis 

(<1cm) 

Mytilus 

edulis (1-

3cm) 

Mytilus 

edulis 

(>3cm) 

SUMMED assimilation (kg 

C d-1) for all OWF 

foundations 

 

517 9.14 21 1.68 

SUMMED PP processing 

(kg C d-1) for all OWF 

foundations  

1600 57 132 11 

Total processing (kg C d-1) 

for M. edulis and J. 

herdmani on all OWF 

foundations 

1799 
   

Total processing (kg C y-1) 

for M. edulis and J. 

herdmani on all OWF 

foundations  

656654 in 365 days 
  

Total production in OWF 

BPNS (ton C y-1) 

50694 assuming equal primary productivity 

throughout OWFs since enhanced primary 

productivity hasn't been quantified yet 

      

   1.30 % of primary productivity in 

BPNS OWFs is grazed upon 

by Jassa herdmani and 

Mytilus edulis 
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4.4 Discussion 

In this study, we experimentally quantified the carbon assimilation by colonising 

organisms of offshore wind farms (OWFs). Our results partly confirmed our initial 

hypothesis: the biomass-specific carbon assimilation was highest in the blue mussel 

Mytilus edulis followed by the limpet Crepidula fornicata. Nevertheless, the amphipod 

Jassa herdmani assimilated the highest total amount of carbon, which is related to 

its high abundance and total biomass values. The other species showed very low 

carbon assimilation, both in terms of total and biomass-specific assimilation. 

Altogether, the distribution of total carbon assimilation amongst the faunal taxa in 

Table 4.6: Comparison of the carbon assimilation between the hard substrate and the 

permeable sediment macrofauna related to the surface of each type of foundation. 

 

CALCULATIONS FOR COMPARISON WITH 

PERMEABLE SEDIMENTS 

min. 

assimilation 

max. 

assimilation 

 References 

Carbon assimilation (mg C m-2 d-1) by 

macrofauna in sediment 

3.3 42 Bühring et al., 

2006b 

  
  

  

Total C assimilation per MONOPILE (mg C 

turbine-1 d-1) 

917234  

Total C assimilation per JACKET (mg C 

turbine-1 d-1) 

6286605  

Total C assimilation per GRAVITY-BASED 

(mg C turbine-1 d-1) 

851412  

  
  

  

Amount of C that is NOT assimilated by soft 

sediment macrofauna due to the 

construction of 1 MONOPILE (mg C) 

1889 24048   

Amount of C that is NOT assimilated by soft 

sediment macrofauna due to the 

construction of 1 JACKET (mg C) 

35 441   

Amount of C that is NOT assimilated by soft 

sediment macrofauna due to the 

construction of 1 GRAVITY-BASED (mg C) 

7349 93536   

  
  

  

Ratio C assimilation per MONOPILE (mg C 

m-2) / C not assimilated in permeable 

sediments (mg C m-2) 

485 38   

Ratio C assimilation per JACKET (mg C m-2) / 

C not assimilated in permeable sediments 

(mg C m-2) 

181259 14242   

Ratio C assimilation per GRAVITY-BASED 

(mg C m-2) / C not assimilated in permeable 

sediments (mg C m-2) 

116 9   
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our study is in line with previous studies performed in soft sediments, where total 

carbon assimilation can be largely determined by the relative biomass of each taxon 

group (Middelburg et al., 2000; Kamp and Witte, 2005; Woulds et al., 2007, 2016; 

Hunter et al., 2012). 

The species composition on the PVC panels resembled the typical colonising 

assemblages found at the rocks of scour protection layers of an offshore wind 

turbine, with high J. herdmani and low M. edulis abundances (Bouma and Lengkeek, 

2008). However, lower abundances of the anemone Metridium senile were observed 

on the PVC panels in comparison to what is normally found on the rocks of the scour 

protection layer, where this species is usually dominant (Bouma and Lengkeek, 2008). 

It has been shown that communities at the scour protection layer develop slowly (De 

Mesel et al., 2013). As our PVC plates remained at sea for one year, the establishment 

of dense M. senile assemblages was probably not yet completed. The coverage of 

the PVC panels incubated in the experimental tanks was comparable among the 

panels. However, different species abundances were observed (Table 4.2). The main 

coverage was caused by the Jassa herdmani mats, in which multiple species (mainly 

J. herdmani) can occur. Since we aimed at avoiding any further disturbance of the 

colonising communities, we did not examine the species abundance before the 

incubation in the experimental tanks, resulting in dissimilar species abundances 

among the replicates.  

 

4.4.1 Carbon assimilation by colonising fauna 

The high total carbon assimilation by J. herdmani (83.8 % of all carbon assimilated 

by colonising fauna) reflects its high abundance in the experimental tanks and its 

opportunistic feeding behaviour, since this species has been reported to feed on any 

resource that is in suspension, such as Ulva thalli, Artemia nauplii (Beermann and 

Franke, 2012), smaller sympatric amphipods (Armsby and Tisch, 2006) and 

zooplankton (Mavraki et al., subm.).  

The blue mussel M. edulis accounted for a higher carbon assimilation than it 

accounted for macrofaunal biomass and it showed the highest biomass-specific 

carbon assimilation (9.8 ± 6.5 μg C assimilation per mg C biomass d-1). These results 
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suggest that the individuals of M. edulis consume a relatively high share of the 

primary producer standing stock compared to the individuals of other species. Our 

findings are supported by the feeding habits of this species. Mytilus edulis often 

filters fine particulate macroalgal detritus (Dubois et al., 2007), decreasing 

significantly the net primary producer standing stock (Lemmen, 2018; Slavik et al., 

2019). This significant decrease could be explained by the energy demands of M. 

edulis that requires an assimilation of ca. seven times its own carbon biomass to fulfil 

its demands (Joschko et al., 2008). Moreover, this species has typical clearance rates 

on the order of 1 L h-1 per individual (Prins et al., 1991; Asmus et al., 1992), which is 

remarkably higher than the clearance rates of J. herdmani (0.008 L ind-1 h-1 – Mavraki 

unpublished data). These clearance rates are increasing when small particles are 

provided as resources compared to larger particles (Lehane and Davenport, 2006). 

This also explains the results of this study, since we provided fragmented algae, which 

are considered small particles. Furthermore, the size range of the mussel individuals 

attached to the PVC panels (1-3 cm) suggests that they were juveniles. It has been 

shown that juveniles can assimilate new carbon more rapidly than adults (Hentschel, 

1998), and specifically mussel juveniles can filter small food items (i.e. fragmented 

algae) in higher rates than adults (Jacobs et al., 2015).  

The biomass-specific carbon assimilation was not similarly high for all the species. 

This can be related to the feeding preferences of these species. For example, C. 

fornicata preferably feeds on benthic diatoms (Decottignies et al., 2007), while M. 

senile mainly consumes zooplankton (Östman et al., 2010) but also particulate 

organic matter (Mavraki et al., subm.). Nudibranchs and the platyhelminth species 

Leptoplana tremellaris are predators, mainly exploiting anemones (Harris, 1976) and 

polychaetes, isopods and amphipods (Jennings, 1957), respectively. Thus, the algal 

cells that were used in our experiment do not necessarily fulfil the feeding 

preferences of all the species attached to the PVC panels. 

The total faunal carbon assimilation in our experiments amounted to 4.1 ± 3.3 % of 

the added algae. This amount seems quite low given that the organisms were starved 

for 24 h. However, limited faunal carbon assimilation is not unusual in similar studies 

on soft sediment macrofauna. Experiments on soft sediment macrofauna have shown 

a total carbon assimilation ranging between 1 % and 5 % (Witte et al., 2003b; Woulds 
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et al., 2016; Braeckman et al., 2019; and reviewed in Woulds et al., 2009). We are not 

aware of any published studies conducting labelling experiments with hard substrate 

assemblages to compare them with our findings. However, multiple studies have 

been conducted on the carbon assimilation by mussels. In our study, mussels 

assimilated ca. 1.04 ± 0.55 μg C ind-1 d-1. This amount is relatively low, as it is similar 

to values expressed hourly and per individual from an experiment conducted with M. 

edulis individuals from the Whitsand Bay, in the U.K. (Hawkins and Bayne, 1985). In 

another study, M. edulis assimilated ca. 45 μg C ind-1 h-1 in its tissue (Allison et al., 

1998). The higher carbon assimilation by mussels in these studies in comparison to 

the results of our study could be explained by the longer duration of these 

experiments, the lower amount of carbon added to the experimental tanks and by 

the fact that they included only mussels in their experiments. In contrast, we had a 

short experimental duration (3 days), in which a multispecies assemblage was 

incubated in the experimental tanks.  

 

4.4.2 Upscaling to the OWFs in the Belgian North Sea 

Jassa herdmani and M. edulis showed the highest total carbon assimilation and the 

highest biomass-specific carbon assimilation, respectively. Both species are very 

abundant on all the wind turbine foundations (jacket-foundations, gravity-based 

foundations and monopiles) in the Belgian part of the North Sea (BPNS – De Mesel 

et al., 2015). By upscaling our results for all the offshore wind turbines, we estimated 

that they could assimilate ca. 0.40 % of the primary producer standing stock in the 

OWF area of the BPNS (Table 4.4). However, these species assimilate only a small 

proportion of the ingested carbon (M. edulis 16 % - Hawkins and Bayne, 1985) and J. 

herdmani ca. 32 % - Yamada and Ikeda, 2006). This leads us to an estimate of an 

annual removal of 1.3% of the primary producer standing stock by M. edulis and J. 

herdmani living on wind turbines (Table 4.5). This percentage is on the same order 

of magnitude as an earlier model estimation of 3.7 ± 1.5 % for the entire southern 

North Sea (Slavik et al., 2019) and a study in the German Exclusive Economic Zone, 

suggesting a reduction of 0.06 % of the annual primary producer standing stock 

related to the increased mussel abundances (Joschko et al., 2008). This reduction to 
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the annual primary producer standing stock by J. herdmani and M. edulis is not 

significant given that ~ 25 % of the annual primary production in the BPNS is 

deposited in the sediment (Provoost et al., 2013).  

In the natural permeable sediments in the southern North Sea, carbon assimilation 

by macrofaunal communities ranges between 3.3 mg C m-2 d-1 and 42 mg C m-2 d-1 

(Bühring et al., 2006b). With the introduction of offshore wind turbines, thousands of 

m2 are being replaced by the hard structures. Considering the footprint of each 

turbine foundation (Rumes et al., 2013) and the amount of carbon that would have 

been assimilated by the natural soft sediment macrofauna, we indicated that the 

presence of these constructions colonised by epifauna significantly increases the 

carbon assimilation in the area. The occurrence of J. herdmani and M. edulis on a 

single jacket foundation can result in the most significant increase in the carbon 

assimilation (ratio turbine/sediment: min: 14242 - max: 181259) compared to the 

macrofauna in the permeable sediments underneath the turbine (Table 4.6). This is 

probably caused by the very small footprint that this installation has (10.5 m2 – Rumes 

et al., 2013), thus only slightly decreasing the carbon assimilation by the soft 

sediment macrofauna. The carbon assimilation by the two dominant colonising 

organisms found on monopiles also increases carbon assimilation remarkably, 

although the increase is much smaller compared to the jacket foundations (ratio 

turbine/sediment: min: 38 - max: 485). The presence of a single gravity-based 

foundation has the lowest effect on this increase (ratio range turbine/sediment: min: 

9 - max: 116) compared to the macrofauna in the permeable sediments underneath 

the turbine and scour protection layer (Table 4.6). Therefore, the presence of offshore 

wind turbines significantly increases the local carbon assimilation compared to 

natural sediment communities, with gravity-based foundations causing the lowest 

increase and jacket foundations causing the highest increase in local carbon 

assimilation. 

 

4.4.3 Methodological considerations 

The findings of this study derive from an experiment that, to our knowledge, has 

never been conducted before on hard substrate communities. Although the carbon 

assimilation by macrofaunal organisms was found to be similar to that by soft 
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sediment species, several methodological constraints need to be considered. This 

experiment was conducted under optimal conditions for carbon assimilation, i.e. 

food was provided ad libitum, there were no strong currents and the competition for 

the available food resources was lower than in actual conditions. Furthermore, the 

duration of the experiment was relatively short, although it has been proved to be 

sufficient for the carbon assimilation by macrofaunal organisms (Witte et al., 2003a). 

Long-term experiments would be required to establish how the different colonising 

species assimilate the organic carbon (Moodley et al., 2005), which would lead to 

solid results on the way the colonising fauna can graze the local annual primary 

producer standing stock. Given these experimental considerations, we consider our 

estimates as conservative. 

 

4.5 Conclusions 

Our study identified Jassa herdmani and Mytilus edulis as key colonising species on 

offshore wind turbines in terms of total carbon assimilation and biomass-specific 

carbon assimilation, respectively. These results suggest that J. herdmani is an 

opportunistic feeder, while the M. edulis is a stronger suspension feeder of the added 

fragmented algae than the other species. Considering the density of these species 

found in the offshore wind farms in the Belgian part of the North Sea (BPNS), we 

suggest that colonising assemblages can reduce net primary producer standing 

stock in the BPNS by about 1.3 %. Furthermore, we indicated that the presence of 

offshore wind turbines colonised by colonising fauna remarkably increases the 

carbon assimilation compared to the natural soft sediment macrofauna inhabiting 

the same surface area as the turbine footprint. However, in order to completely 

understand the fate of the organic matter in the colonising assemblages, long-term 

experiments are required.
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Abstract 

Offshore wind farms (OWFs) act as artificial reefs, attracting high abundances of fish, 

which could potentially increase their local production. This study aims at 

understanding the feeding ecology of fish species that abundantly occur at artificial 

habitats, such as OWFs, by investigating the short- and the long-term dietary 

composition of five species: the benthopelagic Gadus morhua and Trisopterus luscus, 

the pelagic Scomber scombrus and Trachurus trachurus, and the benthic 

Myoxocephalus scorpioides. We conducted combined stomach content (SCA) and 

stable isotope analyses (SIA) to examine the short- and the time-integrated dietary 

composition, respectively. Our results indicated that the benthopelagic and benthic 

species utilize artificial reefs, such as those available at OWFs, as feeding grounds for 

a prolonged period, since both SCA and SIA indicated that they exploit the colonising 

organisms occurring exclusively on artificial hard substrates in the study area. The 

pelagic T. trachurus only occasionally uses artificial reefs as oases of highly abundant 

food resources, since only SCA revealed predation on colonising organisms. On the 

other hand, the pelagic S. scombrus does not feed on colonising fauna and therefore 
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its  augmented presence in OWFs is probably related to reasons other than the 

enhanced food availability at the artificial reefs. The long-termed feeding preferences 

of benthic and benthopelagic species contribute to the hypothesis that artificial reefs, 

in this case OWFs, could potentially increase the fish production in the area. However, 

this was not supported for the pelagic species. 
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5.1 Introduction 

Worldwide, the number of offshore renewable energy installations is increasing fast 

as a measure to mitigate the effects of climate change. In the North Sea, offshore 

wind farms (OWFs) are being continuously constructed (Soma et al., 2019), adding 

artificial hard substrates (the foundations and the associated scour protection layers) 

to usually naturally soft bottom areas. These wind turbines act as artificial reefs, 

drastically altering the local habitat (Petersen and Malm, 2006) and adding hard 

bottom communities to the original environment (Mangi, 2013).  

Artificial habitats accommodate high densities of fish (Bohnsack and Sutherland, 

1985). Two different hypotheses have been proposed to explain these increased 

abundances (Brickhill et al., 2005). The attraction hypothesis proposes that fish move 

from the surrounding environment towards the artificial reefs, where their local 

production does not increase (Brickhill et al., 2005). The attraction to artificial reefs 

can be explained by the increased structural complexity resulting in an enhanced 

protection against predators, shelter from currents (Bohnsack and Sutherland, 1985) 

and/or an increased food availability (Reubens et al., 2011). The production 

hypothesis suggests that the carrying capacity of the original environment increases 

due to the creation of the new habitats, favouring attraction and enhanced growth 

(Lindberg, 1997; Powers et al., 2003; Brickhill et al., 2005). These two hypotheses were 

put forward as the two extremes of a wide range of ecological processes (Svane and 

Petersen, 2001; Brickhill et al., 2005). Attraction could for example, potentially 

facilitate production, since these two actions are not necessarily mutually exclusive 

(Svane and Petersen, 2001; Brickhill et al., 2005; Reubens et al., 2013a; Cresson et al., 

2019).  

Understanding the attraction-production hypotheses with respect to the artificial 

reefs at OWFs is crucial both for their efficient management and for the associated 

fisheries in the area (Cresson et al., 2014). So far, the attraction-production 

hypotheses have mainly been investigated by using stomach content analysis (Leitão 

et al., 2007; Reubens et al., 2011) and fish movement in close proximity to artificial 

reefs (Reubens et al., 2014b). However, approaching the attraction-production 

hypotheses by investigating the trophic relationships on artificial reefs and the 
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transfer of organic matter from producers to consumers with the use of tracers 

remains understudied (Brickhill et al., 2005).  

This study aims at determining whether fish species that are found in high densities 

in OWFs feed on prey items exclusively associated with man-made hard substrates 

for a prolonged period of time (up to 6 months). The investigated fish species are 

pouting (Trisopterus luscus), cod (Gadus morhua), horse mackerel (Trachurus 

trachurus), mackerel (Scomber scombrus) and sculpin (Myoxocephalus scorpioides), 

which are abundantly present in close proximity to OWFs in the North Sea and the 

Baltic Sea (Reubens et al., 2011; Bergström et al., 2013; Kerckhof et al., 2018). These 

species can be categorised according to their ecology into: 1) benthic fish, living 

exclusively on and near the bottom of the sea, i.e. sculpin (Gordon and Duncan, 

1985); 2) benthopelagic fish, living in close association with the sea-floor, i.e. pouting 

and cod (Gordon and Duncan, 1985) and 3) pelagic fish, occupying mid-water or 

surface water levels and performing diel vertical migrations, i.e. mackerel and horse 

mackerel (Dale and Kaartvedt, 2000).  

Research on the short-term feeding ecology is often reliant on stomach content 

analysis (SCA), providing a snapshot of the recently ingested (up to 10 h) food items 

(Hyslop, 1980). SCA can provide a high taxonomic resolution (e.g. at the species level) 

of the ingested food items that may be difficult to attain with other methods (Lin et 

al., 2007). However, it also has multiple limitations, such as the requirement of high 

sampling frequencies in order to obtain a time-integrated overview of the feeding 

habits of a species (St John, 1999; Parkyn et al., 2001; Daly et al., 2013) and a minimal 

indication of the assimilated dietary items (Parkyn et al., 2001; Jensen et al., 2012). 

SCA further depends on the relative digestibility of each prey item (St John, 1999), 

leading to the under-representation of highly assimilated and defaecated items and 

the over-representation of food sources with hard parts (Fry, 1988). Hence, stomach 

contents mainly consisting of hard substrate colonising organisms can be an 

indication of attraction towards the artificial structures for foraging activities.  

The majority of the limitations of the SCA can be overcome by combining this 

method with stable isotope analysis (SIA). SIA has considerable advantages, showing 

a time- (up to 6 months) and space-integrated dietary estimation (Bearhop et al., 
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2004; Fry, 2006; Newsome et al., 2007), providing long-term information of a species 

feeding ecology. The time-integrated information can be acquired with a few 

samples (absolute minimum three replicates - Jackson et al., 2011) per species. A diet 

based on colonising fauna for a prolonged period could indicate a long-term 

residency close to artificial reefs, which is a clear indication of attraction, but could 

potentially also lead to increased local production. SIA provides information on the 

truly assimilated food items (Boecklen et al., 2011), and thus on the nutritionally 

important food sources (Melville and Connolly, 2003; Daly et al., 2013). Moreover, it 

allows for investigating the isotopic niche of a species, which is a proxy for its trophic 

niche (Jackson et al., 2011). However, this method does not provide the high 

taxonomic resolution as provided by SCA (Daly et al., 2013). Thus, a combination of 

SIA and SCA is a powerful approach that can provide a complete picture of the 

feeding ecology of fish species and can improve the interpretation of aquatic food 

webs (Parkyn et al., 2001). 

In this paper, we assessed the feeding ecology of the five fish species by using a 

combination of SCA and SIA. We aimed at investigating whether fish use artificial 

reefs as feeding grounds for prolonged periods, according to three assumptions: (a) 

fish species use artificial reefs as feeding grounds for a prolonged period when both 

the SCA and the SIA show similar results and the fish’ diet relies on colonising fauna 

that only occurs on artificial hard substrates in the southern North Sea; (b) fish 

occasionally use artificial reefs as feeding grounds if SCA reflects diet composition 

on food items derived from artificial structures (i.e. colonising organisms) which is 

not confirmed by SIA; and (c) fish probably do not use the artificial reefs as feeding 

grounds if both methods reveal a diet based on food items that are not associated 

with artificial hard substrates.  

 

5.2 Methodology 

5.2.1 Sampling area and data collection 

Sampling was conducted next to a gravity-based wind turbine (D6, coordinates: 51° 

33.04’N - 02° 55.42’E) within the C-Power wind farm at the Thornton Bank at the 

Belgian part of the North Sea (BPNS). The gravity-based foundation has a diameter 
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of 6 m at the sea surface increasing to 14 m at the sea floor (Reubens et al., 2011), 

where it is surrounded by a rock collar forming the scour protection layer with a 

width of 62.5 m (SPL – Peire et al., 2009). We chose this particular location because a 

wealth of data on the investigated fish species were available (Reubens et al., 2011; 

Kerckhof et al., 2018). 

Individuals of five species were collected in August 2016 during day time: cod (Gadus 

morhua), pouting (Trisopterus luscus), mackerel (Scomber scombrus) and horse 

mackerel (Trachurus trachurus) were sampled from an inflatable boat at about 5 m 

from the turbine using fishing lines (hooks: Arca size 4, bait: Arenicola marina). 

Sculpin (Myoxocephalus scorpioides) was collected by spear-fishing by scientific 

divers since this benthic species lives in between the rocks of the scour protection 

layer. The benthopelagic species (cod and pouting) were collected above the scour 

protection layer, while the pelagic species (mackerel and horse mackerel) were 

sampled from ca. 10 m depth of the water column. Only cod juveniles, belonging to 

the I-group (i.e. < 50 cm Reubens et al., 2013a), were sampled (from now on referred 

as cod). This size category is known to be abundantly frequent in the OWFs (Reubens 

et al., 2013a), while the older age groups (i.e II-group and beyond) move towards 

other locations (Reubens et al., 2014b). Fish were immediately killed by pithing with 

a metal rod (Kadye and Booth, 2012) and measured (total length in mm). 

Subsequently, fish stomachs were extracted and preserved in an 8% formaldehyde-

seawater solution for the stomach content analysis (Reubens et al., 2011). A part of 

the dorsal (white) muscle without skin of at least five individuals (from which we also 

collected the stomachs) per fish species was isolated for stable isotope analysis using 

a scalpel. The scalpel was cleaned with ethanol before every use (both between 

different species and between different individuals) to avoid cross-contamination. 

This tissue yields the lowest δ15N and δ13C variability compared to other fish tissues, 

such as red muscle, liver and heart, and it is considered the best tissue for use in 

stable isotope analysis (Pinnegar and Polunin, 1999). The muscle tissue was stored in 

a clean vial with filtered sea water in a -20 ⁰C freezer until further analysis. Stomachs 

and muscles were extracted from similar sized individuals per species (Table 5.1) to 

exclude any size-related dietary shifts (Mittelbach and Persson, 1998).  
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5.2.2 Stomach content analysis 

For the short-term diet analysis, we obtained stomach content samples from 62 

individuals in total (pouting: 17 ind.; cod: 16 ind.; horse mackerel: 12 ind.; mackerel: 

12 ind.; sculpin: 7 ind.). The number of stomachs analysed was relatively small and 

deriving from individuals collected only in summer due to the logistic effort of 

collecting all consumers and food resources in all the seasons. When the small 

number of stomachs is unavoidable, pairing SCA with stable isotope analysis (SIA - 

Davis et al., 2012) can help validating trophic relationships elucidated through SCA 

(Clarke et al., 2005) and offer additional information on trophic flows and food 

sources (Dalsgaard et al., 2003; Melville and Connolly, 2003; Abrantes et al., 2014). 

In the laboratory, stomachs were dissected, cleaned three times with water to assure 

that they were empty, and the content was collected and rinsed thoroughly with 

milli-Q water. Stomach content samples were drained in a 90 μm mesh sieve to 

thoroughly collect the small zooplanktonic organisms and the half-digested parts of 

bigger organisms. Consequently, they were immediately examined under a 

stereomicroscope to identify prey items to the lowest taxonomic level possible, and 

counted. Since many prey individuals were incomplete (i.e. stomachs containing only 

the scales of fish or a cheliped from a decapod), we did not estimate the biomass 

contribution of prey species. Prey items were allocated into ten broader taxonomic 

groups (see 5.2.3) to facilitate the analysis. 

Differences in stomach content composition between the different fish species were 

visualized using non-metric multi-dimensional scaling (MDS) and tested using the 

one-way analysis of similarity (ANOSIM) routine. As the quantity of the prey items in 

the stomach contents varied across the fish individuals, the underlying Bray-Curtis 

Table 5.1: Length (mm), weight (g) and maturity level of the five fish species under study. 

 

Species Length (mm) Weight (g) Maturity 

Gadus morhua 320 ± 35 324 ± 100 Juvenile 

Myoxocephalus scorpioides 213 ± 64 168 ± 133 Adult 

Scomber scombrus 289 ± 34 221 ± 66 Adult 

Trachurus trachurus 254 ± 24 172 ± 51 Adult 

Trisopterus luscus 237 ± 30 188 ± 80 Adult 
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similarity matrix (Clarke and Gorley, 2006) was constructed based on relative prey 

abundance data per stomach (De Crespin De Billy et al., 2000). Following a significant 

ANOSIM result, pair-wise tests were conducted to investigate possible diet overlap. 

We considered pair-wise comparisons with R < 0.25 as substantial dietary overlap 

and with R > 0.5 indicating relatively minimal dietary overlap, while 0.25 < R < 0.5 

was considered moderate dietary overlap (Creque and Czesny, 2012).  

 

5.2.3 Stable isotope analysis 

For the analysis of the long-term trophic ecology of the five fish species, carbon 

(δ13C) and nitrogen (δ15N) stable isotope analysis was performed (5 individuals of 

cod, pouting, horse mackerel and sculpin, and 11 individuals of mackerel). The frozen 

dorsal muscle tissue was thawed, rinsed with milli-Q water to remove salts (Nilsen et 

al., 2008) and dried overnight at 60°C. The dried samples were grounded to a 

homogenous powder using a pestle and a mortar and approximately 1 mg of dried 

tissue per individual per species was encapsulated in a Sn capsule (8 x 5 mm, 

Elemental Microanalysis UK). The capsules were stored in Multi-well Microtitre plates 

until the isotopic analysis for δ13C and δ15N was conducted at the UC Davis Stable 

Isotope Facility (University of California, USA) by a PDZ Europa ANCA-GSL elemental 

analyser, interfaced to a PDZ Europa 20-20 isotope ratio mass spectrometer (Sercon 

Ltd., Cheshire, UK). δ13C and δ15N data are expressed in the standard delta (δ) 

notation relative to standard reference material: Vienna Pee Dee Belemnite for 

carbon and atmospheric N for nitrogen. The results are expressed in parts per 

thousand (‰) according to the following equation: 

δX = [(RSample / RStandard) – 1] x 103 

where X is 13C or 15N and R is the corresponding ratio of 13C/12C or 15N/14N.  

The trophic niches of the five fish species were estimated using the stable isotope 

Bayesian ellipses package in R (SIBER package, Jackson et al., 2011). SIBER generates 

sample size-corrected standard ellipse areas (SEAC) that were used to estimate the 

isotopic niche size and the trophic overlap between the five fish species. SEAC nullifies 

the bias created from small sample sizes and reflects the isotopic niche of a 
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population, which is considered a proxy of its trophic niche (Jackson et al., 2011). By 

estimating the SEAC overlap, we obtained information about the isotopic niche 

overlap between the different fish species. Results are expressed as mean ± standard 

deviation (sd). 

The relative contribution of each prey item to the diet of the different fish species 

was estimated using stable isotope mixing models in R (SIMMR package, Parnell et 

al., 2013). SIMMR can incorporate the variability that is associated with consumers, 

sources and trophic enrichment factors (TEFs, Parnell et al., 2013). By using Markov 

Chain Monte Carlo simulations, this model can determine the potential contribution 

of different sources to the diet of a consumer (Parnell et al., 2010). As the isotopic 

composition of the fish species was measured by using muscle tissues, the diet 

estimates represent the proportion of the sources that have been assimilated by this 

tissue (Lamontagne et al., 2016). This tissue has slower turnover rates than other body 

parts and thus, its isotopic signature reflects a longer-term diet history than tissues 

with faster turnover rates (Bruestle et al., 2018). SIMMR considers the mean (μprey) 

and the standard deviation (σprey) of the stable isotope ratios of the prey species for 

the estimation of the proportion of a given prey in the diet (Parnell et al., 2013; 

Lamontagne et al., 2016). However, this model is based on the assumption that all 

the food resources are included in the analysis (Phillips et al., 2014). In order to meet 

this assumption, we used the food items that were identified by the SCA as prior 

information for the SIMMR (Jensen et al., 2012). Food resources representing < 1 % 

of the stomach contents per species were not included in the mixing models. The 

prey items were grouped into 10 broad taxonomic categories Amphipoda, Bivalvia, 

Cumacea, Decapoda, Echinodermata, Gastropoda, Hydrozoa, Nematoda (i.e. soft 

sediment and hard substrate benthos), and the pelagic prey items Fish and 

Zooplankton. Partially digested prey individuals that could not be allocated to one 

of these groups were not further considered. This grouping was performed because 

the discriminatory power of the mixing models decreases with the number of food 

sources (Phillips et al., 2014). Stable isotope signatures of these broad taxonomic 

categories and zooplankton, sampled during the same sampling event were 

obtained from Mavraki et al., (2020, subm.), while nematode, Cumacea and fish stable 

isotope data were acquired from Franco et al. (2008), Kürten et al. (2013) and 



154  Chapter 5 

Jennings and Cogan (2015) respectively (Table 5.2). We further constrained the 

mixing model with the known dietary proportions acquired by the stomach content 

analysis using the function simmr_elicit (Parnell and Inger, 2019).  

Trophic enrichment factors (TEFs) were added to the mixing models. Mixing models 

are sensitive to assumptions regarding TEFs (Phillips et al., 2014) because of the 

multiplicity of factors that can affect them (Phillips et al., 2014). Hence, the use of the 

most appropriate TEF is crucial to produce the most accurate results. In order to 

accomplish this, we used the function simmr_mcm_tdf that can estimate the most 

appropriate TEF values for a known set of dietary proportions (Parnell and Inger, 

2019). Hence, every species had different mean and standard deviation values of TEFs 

(Table 5.3). The TEFs defined by the model were within the reported range of -1 to 6 

‰ for nitrogen and -0.8 to 4 ‰ for carbon (Caut et al., 2009). The use of these TEFs 

assured that the fish’ isotopic ratios fitted within the polygon of the prey items (Fig. 

A3.1), which is one of the prerequisite of isotopic mixing models (Phillips et al., 2014). 

The isotopic niche and the dietary proportion estimations were performed in R (R 

Development Core Team, 2018). The diet proportions are reported as the mean and 

standard deviation, but also as the median (50th percentile) and the 95 % credible 

intervals (2.5th and 97.5th percentiles) to avoid misinterpretations of unique (mean) 

values (Phillips and Gregg, 2003; Phillips et al., 2014). 

 

Table 5.2: Stable isotope carbon (δ13C) and nitrogen (δ15N) mean and standard deviation 

(sd) values of the food items that were found in the stomach contents (> 1%) of all fish 

species and were included in the mixing model. 

 

Food item mean δ13C sd δ13C mean δ15N sd δ15N Reference 

Amphipoda -18.90 0.65 11.50 0.42 Mavraki et al. 2020 

Bivalvia -19.45 0.54 10.88 0.22 Mavraki et al. 2020 

Cumacea -15.50 0.20 9.20 0.30 Kürten et al. 2013 

Decapoda -20.80 1.53 11.66 0.73 Mavraki et al. 2020 

Fish -21.28 1.52 10.18 1.35 Jennings and Cogan 2015 

Hydrozoa -19.00 0.72 9.87 0.50 Mavraki et al. 2020 

Nematoda -18.00 1.00 10.00 1.00 Franco et al. (2008) 

Zooplankton -19.50 0.56 11.20 0.30 Mavraki et al. subm. 
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5.3 Results 

5.3.1 Diet analysis of the fish species  

The  SCA showed that the stomachs of the individuals of sculpin contained the 

lowest, and pouting the highest number of food items. Pouting, juvenile cod and 

horse mackerel stomachs mainly had the amphipod Jassa herdmani (87.6 ± 10.2 %, 

76.2 ± 19.3 % and 61.2 ± 26.5 %, respectively), mackerel stomach content was 

dominated by zooplankton (83.9 ± 8.3 %), while sculpin stomachs mainly contained 

both Pisidia longicornis (40.0 ± 11.3 %) and fish (30.0 ± 10.0 % - Table 5.4). After 

allocating the prey items to broader taxonomic groups (see 5.2.3), the stomach 

contents of sculpin showed the lowest variety (3 prey groups); highest prey group 

variety (9 groups) was observed for juvenile cod (Fig. 5.1). Occasionally, empty 

stomachs were found. One empty stomach was found for cod and mackerel, while 

the stomachs of three sculpins were empty as well. 

ANOSIM revealed significant differences in the stomach contents of the different fish 

species (Fig. 5.2 – Global R = 0.244, p = 0.001). The pairwise tests indicated dietary 

overlaps between cod, horse mackerel and pouting. Moreover, dietary overlap was 

also observed between cod, horse mackerel and sculpin (pairwise R values < 0.25) 

(Table 5.5). Moderate dietary overlap was found between mackerel, horse mackerel 

and cod (0.25 < R < 0.5), while low overlap was observed between mackerel and 

sculpin and pouting (pairwise R > 0.5).  

 

Table 5.3: Mean and standard deviation values of the δ13C and δ15N trophic enrichment 

factors (TEFs) for every consumer species. 

 

Consumer species Mean δ13C TEF SD δ13C TEF Mean δ15N TEF SD δ15N TEF 

Gadus morhua 2.99 0.51 5.77 0.86 

Myoxocephalus 

scorpioides 

4.36 0.73 5.50 2.04 

Scomber scombrus 0.60 0.41 3.89 1.27 

Trachurus trachurus 0.79 0.57 5.82 0.98 

Trisopterus luscus 3.35 0.50 6.21 1.00 
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Table 5.4: List of prey items. Percentage (%) of abundance of consumed items in the diets 

of the five different fish species. 

 

 Pelagic Benthopelagic Benthic 

 Scomber 

scombrus 

Trachurus 

trachurus 

Gadus 

morhua 

Trisopterus 

luscus 

Myoxocephalus 

scorpioides 

Amphipoda      

Jassa herdmani 2.7 61.2 ± 26.5 76.2 ± 

19.3 

87.6 ± 10.2 - 

Monocorophium 

acherusicum 

- 1.2 0.6 0.5 - 

Phtisica marina - - 0.3 1.2 ± 0.2 - 

Stenothoe valida - - 2.5 ± 1 0.2 - 

Unidentified sp. - 2.2 ± 1.5 - 0.1 - 

Bivalvia      

Aequipecten 

opercularis 

- - - 0.3 - 

Crepidula 

fornicata 

- - - 0.1 - 

Mytilus edulis - - 0.4 ± 0.1 0.3 10.0 

Unidentified sp. - - 0.4 ± 0.3 - - 

Cumacea      

Unidentified sp. - 1.2 - - - 

Decapoda      

Astacidea - - - 0.1 - 

Liocarcinus sp. - 1.2 ± 0.6 - 0.2 - 

Macropodia sp. - - - 0.4 - 

Megalopa sp. - 1.2 ± 1 - - - 

Pilumnus 

hirtellus 

- - 0.1 - - 

Pisidia longicornis - 5.9 ± 2.8 15.3 ± 9.7 4.7 ± 1.6 40.0 ± 11.3 

Processa modica - - - 0.1 10.0 ± 3.6 

Unidentified sp. 1.3 1.2 ± 1 0.4 - 10.0 ± 2.4 

Echinodermata      

Ophiothrix fragilis - - 0.7 - - 

Gastropoda      

Unidentified sp. - - 0.1 - - 

Hydrozoa      

Sertularia 

cupressina 

- - - 0.1 - 

Tubularia sp. - - 1.2 ± 0.2 2.1 ± 1 - 

Nematoda      

Unidentified sp. 2.6 ± 1.7 5.9 ± 1.6 0.4 0.1 - 

Pisces      

Engraulidae 4.0 ± 1.2 - - - - 

Unidentified sp. 6.7 ± 2.4 9.4 ± 4.5 0.8 1.2 ± 0.2 30.0 ± 10.0 

Zooplankton      

Unidentified sp. 83.9 ± 8.3 9.4 ± 6.3 0.4 0.1 - 
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Figure 5.1: Percentage of abundance (%) of the broad taxonomic categories of the prey 

items found in the stomach contents of each of the five fish species, the pelagic Scomber 

scombrus and Trachurus trachurus, the benthopelagic Gadus morhua and Trisopterus 

luscus, and the benthic Myoxocephalus scorpioides. The error bars represent the standard 

deviation. 

 

 
 

Figure 5.2: Diet composition similarity of the five fish species as visualized by the non-

metric multi-dimensional scaling (MDS). The different symbols represent different species. 
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5.3.2 Isotopic niches 

Five individuals of cod, horse mackerel, sculpin and pouting and eleven mackerels 

were analysed for C and N stable isotopes (Table 5.6, Fig. 5.3A). The lowest mean 

δ13C values and δ15N values were observed for mackerel (-20.5 ± 2.2 ‰ and 16.0 ± 

3.7 ‰), while the highest mean δ13C and δ15N values (observed for all the fish 

individuals) were found for sculpin (-15.8 ± 0.3 ‰ and 18.4 ± 1.7 ‰). The pelagic 

fish species generally had depleted δ13C values in comparison to the benthic and 

benthopelagic species. Mackerel was the species with the highest variability in the 

δ15N values, while the δ15N signatures of the other species did not differ remarkably.  

Table 5.6: Stable carbon (δ13C) and nitrogen (δ15N) signatures (‰, mean and standard 

deviation) and number of samples (n) of the five fish species collected at the offshore 

wind turbine. 

 

Species δ13C δ15N Number of individuals 

Gadus morhua -16.4 ± 0.2 17.2 ± 0.6 5 

Myoxocephalus scorpioides -15.8 ± 0.3 18.4 ± 1.7 5 

Scomber scombrus -20.5 ± 2.2 16.0 ± 3.7 11 

Trachurus trachurus -19.4 ± 1.5 16.9 ± 0.8 5 

Trisopterus luscus -16.8 ± 0.3 17.5 ± 0.7 5 

 

 
 
Figure 5.3: A: Individual δ13C versus δ15N values and B: standard ellipse areas corrected for 

small size samples (SEAC) of the five targeted fish species. 
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Standard ellipse areas corrected for small sample sizes (SEAC) (a proxy of the trophic 

niches) indicated differences between the five fish species (Fig. 5.3B, Table 5.7). The 

smallest SEAC (0.22 ‰2) was observed for cod, followed by pouting (0.88 ‰2). The 

largest SEAC (24.64 ‰2) was observed for mackerel. Generally, high overlaps were 

observed between the isotopic niches of the species with the same ecology (Table 

5.7, Fig. 5.3B). The isotopic niche of the benthic species sculpin was the only one that 

did not overlap with any of the isotopic niches of the other species.  

 

5.3.3 Dietary proportions from SCA and SIA combination 

The Bayesian stable isotope mixing models (SIMMR) results suggested that 

colonising “Amphipoda” contributed the most to the diet of cod (84.4 ± 4.7 %), horse 

mackerel (70.3 ± 5.1 %) and pouting (90.0 ± 8.2 %) (Fig. 5.4, Table 5.8). “Decapoda” 

was the second most important food item in the diet of cod (12.8 ± 3.8 %) and 

pouting (5.1 ± 4.2 %), however with remarkably lower contribution to their diets. The 

diet of horse mackerel partly relied on “Fish” (8.6 ± 2.7 %), “Decapoda” (8.5 ± 3.0 %) 

and “Zooplankton” (7.6 ± 1.1 %), but in notably lower contributions than 

“Amphipoda”. In contrast, the diet of mackerel was likely based on “zooplankton” 

Table 5.7: Standard ellipse areas corrected for small size samples (SEAC - ‰2) and overlaps 

(‰2) between the isotopic niches of the different fish species collected at the offshore wind 

turbine. 

 

Species 1 Species 2 SEAC1 

(‰2) 

SEAC2 

(‰2) 

Overlap 

(‰2) 

Gadus morhua Myoxocephalus 

scorpioides 

0.22 1.03 0 

Gadus morhua Scomber scombrus 0.22 24.64 0 

Gadus morhua Trachurus trachurus 0.22 4.07 0 

Gadus morhua Trisopterus luscus 0.22 0.88 0.16 

Myoxocephalus 

scorpioides 

Scomber scombrus 1.03 24.64 0 

Myoxocephalus 

scorpioides 

Trachurus trachurus 1.03 4.07 0 

Myoxocephalus 

scorpioides 

Trisopterus luscus 1.03 0.88 0 

Scomber scombrus Trachurus trachurus 24.64 4.07 3.54 

Scomber scombrus Trisopterus luscus 24.64 0.88 0 

Trachurus trachurus Trisopterus luscus 4.07 0.88 0 
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(89.4 ± 5.7 %), followed by “Fish” (5.9 ± 3.3 %).The diet of sculpin was mainly based 

on benthic “Decapoda” (66.3 ± 4.7 %), but “Fish” was also an important food item 

(27.3 ± 3.7 %). All the other food sources were assessed to be of minor importance 

(< 6.5 %) in the diet of the different fish species.  

 
 
Figure 5.4: Figure 4: Potential contribution of the prey items found in the stomach contents 

of the pelagic species mackerel (Scomber scombrus) and horse mackerel (Trachurus 

trachurus), the benthopelagic cod (Gadus morhua) and pouting (Trisopterus luscus) and the 

benthic sculpin (Myoxocephalus scorpioides) in their diets as were estimated by the stable 

isotope mixing models. The boxplots represent the credible intervals 25 - 75 % of the dietary 

proportions, while the whiskers represent the 1.5* Interquartile ranges (IQR) of the upper 

and lower quartile. 

 

Table 5.8: Proportion of prey categories in the diet of the five fish species sampled at close 

proximity from the offshore wind turbine as estimated by the combination of stomach 

content analysis and stable isotope mixing models. 

 

Consumer 

species 

Prey 

Category 

Mean ± SD 2.5th 

percentile 

50th 

percentile 

97.5th 

percentile 

Gadus morhua 

Amphipoda 84.4 ± 4.7 74.0 85.0 92.0 

Decapoda 12.8 ± 3.8 6.6 12.4 21.4 

Hydrozoa 2.8 ± 1.1 1.3 2.6 5.3 

Myoxocephalus 

scorpioides 

Bivalvia 6.5 ± 1.1 4.6 6.4 8.7 

Decapoda 66.3 ± 4.7 56.9 66.3 75.1 

Fish 27.3 ± 3.7 20.2 27.2 34.8 
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5.4. Discussion 

Our study showed that two benthopelagic (cod and pouting) and one benthic 

(sculpin) fish species use artificial hard substrates, such as those in the OWFs, as 

feeding grounds for a prolonged period, since both the short- (stomach content 

analysis) and the long-term (stable isotope analysis) dietary analyses suggested that 

their diets are based on colonising organisms. The pelagic horse mackerel seems to 

feed in the OWF area only opportunistically since the short-term (stomach content 

analysis) and the time-integrated (stable isotope analysis) studies showed 

contradictory results. Finally, the pelagic mackerel was mainly feeding on 

zooplankton, and hence, it did not exploit the artificial hard structures as feeding 

habitats.  

The stomach content analysis derived from a limited number of individuals that have 

been collected during day time in a single season (summer), hence not necessarily 

fully reflecting the natural dietary variability. Increasing the number of stomach 

samples would result in a more reliable representation of the actual diet (Ferry and 

Cauilliet, 1996). However, this was not possible in this study due to the logistic efforts 

Scomber 

scombrus 

Amphipoda 1.2 ± 0.9 0.2 0.9 3.8 

Decapoda 1.3 ± 1.1 0.2 1.0 4.4 

Fish 5.9 ± 3.3 1.7 5.2 14.1 

Nematoda 2.1 ± 1.2 0.6 1.8 5.1 

Zooplankton 89.4 ± 5.7 75.1 90.7 96.8 

Trachurus 

trachurus 

Amphipoda 70.3 ± 5.1 59.8 70.4 79.5 

Decapoda 8.5 ± 3.0 4.0 8.1 15.3 

Fish 8.6 ± 2.7 4.4 8.3 15.0 

Nematoda 4.4 ± 1.1 2.5 4.2 6.8 

Zooplankton 7.6 ± 1.1 5.5 7.5 10.0 

Cumacea 0.5 ± 0.1 0.5 0.7 1.0 

Trisopterus 

luscus 

Amphipoda 90.0 ± 8.2 66.5 92.6 98.4 

Decapoda 5.1 ± 4.2 0.8 3.8 16.5 

Fish 2 ± 1.9 0.2 1.4 7.3 

Hydrozoa 2.9 ± 2.3 0.5 2.1 9.3 
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mentioned above. While the number of replicates was small, the stomach content 

results pointed in the same direction as previous dietary studies for these five species. 

Furthermore, the stomach contents did not differ remarkably between individuals of 

the same species (Fig. 5.1), hence illustrating the reliability of our results. 

 

5.4.1 Exploitation of the artificial habitats 

The results of our study indicated that the benthopelagic species (pouting and 

juvenile cod) were mainly feeding on amphipods, and specifically on Jassa herdmani, 

while the benthic species (sculpin) was predominantly feeding on decapods, and 

especially on the porcelain crab Pisidia longicornis (Fig. 5.1, Fig. 5.4, Table 5.8). Both 

prey items are exclusively associated with subtidal artificial hard substrates, such as 

wind turbine foundations and shipwrecks, where they occur in high densities 

(Leonhard and Pedersen, 2006; Zintzen, 2007; De Mesel et al., 2015). They are, 

however, rather rare in natural hard substrate communities (Zintzen, 2007). Jassa 

herdmani and P. longicornis have sufficient lipid levels (2.83 and 3.19 %WW 

respectively – Heirman, 2011) reflecting their essential energy content, which 

substantiates their importance as food items for highly mobile species, such as cod 

and pouting. Both SCA and SIA indicated remarkable dietary overlaps between cod 

and pouting, while SCA suggested a possible trophic competition between cod, 

sculpin and horse mackerel. However, the level of trophic competition depends on 

the degree of the food-resource availability (López-Jamar et al., 1984). Since J. 

herdmani and P. longicornis occur in the OWF area in high densities (Zintzen, 2007; 

De Mesel et al., 2015), consumers could exploit the same resources with no or limited 

competition (López-Jamar et al., 1984). This in combination with the sufficient energy 

levels that have been reported for both J. herdmani and P. longicornis (De Troch et 

al., 2013) supports the idea that there is no trophic competition between the fish 

species. 

In addition to their abundance, J. herdmani and P. longicornis are energy- and fatty-

acid-rich food resources (De Troch et al., 2013). Jassa herdmani contains substantial 

concentrations of the fatty acid docosahexaenoic acid (DHA - De Troch et al., 2013), 

which is an essential fatty-acid for the eye development of many fish species, such 
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as cod (O’Brien-MacDonald et al., 2006). Pisidia longicornis, on the other hand, has 

higher lipid levels than J. herdmani (3.19 and 2.83 %WW, respectively – Heirman, 

2011) and contains considerable amounts of the essential fatty-acid 

eicosapentaenoic acid (EPA), which is an important fatty-acid for growth and fish 

development (Sargent et al., 1999). These two species contain higher lipid levels than 

the colonising species Monocorophium acherusicum and the J. herdmani mats 

(Heirman, 2011; De Troch et al., 2013). The energy content of J. herdmani and P. 

longicornis is also higher than that of food sources of pelagic origin, such as 

copepods (Michaud and Taggart, 2007) and of soft substrate origin, such as brown 

shrimp (Crangon crangon) larvae (Urzúa and Anger, 2013).  

The pelagic horse mackerel seems to feed only occasionally on colonising organisms. 

This follows from the contradicting dietary results between the SCA (diet mainly 

based on colonising amphipods – Fig. 5.1) and the SIA, as revealed by its isotopic 

niche (diet mainly composed of zooplankton – since the overlap of the isotopic 

niches of horse mackerel and mackerel was large – Fig. 5.3B).  This was the only 

species for which SCA and SIA did not reveal similar results, confirming that both 

methods can yield complementary information on dietary compositions (Kadye and 

Booth, 2012; Hertz et al., 2017). Discrepancy between SIA and SCA can be a result of 

the differences in assimilation efficiencies among the food items (Hertz et al., 2017). 

This discrepancy could also derive from the similarities in the stable isotope ratios of 

zooplankton and Jassa herdmani (Mavraki et al., subm.) resulting in a less reliable 

resolution of the SIA for these two main food resources. A final explanation could 

also be found in the feeding behaviour of horse mackerels. Horse mackerels are 

opportunistic feeders that modify their diets according to the availability of the food 

items (Rumolo et al., 2017), and they can feed on both benthic and pelagic prey items 

(Van Ginderdeuren et al., 2014). Some pelagic species, such as horse mackerels, may 

take advantage of areas with high food availability to acquire and store energy 

(Jardas et al., 2004). Fat and energy content of horse mackerels has been reported to 

be lowest during and after the spawning period in late spring and summer, when 

considerable energy is spent on reproduction, while it is highest in autumn (Abaunza 

et al., 2003). In the North Sea, the energy content of horse mackerels increases rapidly 

in August and September (Abaunza et al., 2003), which coincides with our sampling 
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period (see 5.2.1). Hence, we suggest that horse mackerels occasionally use the 

artificial habitats of OWFs as feeding grounds, where they can benefit from the locally 

increased availability of energy-rich food sources (J. herdmani) to support their highly 

mobile life style. It is possible, though, that this is a seasonally recurring pattern that 

needs further research. 

Mackerel was the only species that was not feeding on colonising organisms, as both 

the short- and the long-term analyses indicated a diet based on zooplankton 

(SIMMR: 89.4 ± 5.7 %, Table 5.8), which is indeed known to be its main food source 

(Van Ginderdeuren et al., 2014; Bachiller et al., 2018). Hence, the occurrence of the 

mackerel in the vicinity of the OWF installations may either be associated with the 

presence of other pelagic species in the area (Reubens pers. comm.), supporting the 

meeting point hypothesis that has been suggested for pelagic fish species (Dagorn 

and Fréon, 1999), or be linked to the enhanced protection against predation and the 

favourable current patterns that are provided by these habitats (Petersen and Malm, 

2006). It could also be that the planktonic biomass in the area was sufficient to cover 

the energy demands of mackerel and/or that their highly mobile life did not allow 

them to exploit the sessile food items. Thus, we suggest that mackerels are not 

tempted, or they do not have the ability to exploit the abundant food items that are 

attached at the man-made structures, such as offshore wind turbines. However, 

further investigation is needed in order to define the way that mackerels utilize the 

OWFs and artificial reefs in general. 

All the fish individuals in this study were caught near an offshore wind foundation. 

However, in the Belgian part of the North Sea, different types of artificial hard 

substrates exist, providing high abundance of colonising organisms (Zintzen, 2007). 

More than 300 shipwrecks, mainly from the World Wars I and II (Zintzen, 2007), have 

been mapped in the area (Fig. 5.5), while it is possible that many more unmapped 

wrecks are present (Reubens, 2013). Some of the wrecks are situated within the OWF 

area (Fig. 5.5). Even though the catch rates of pouting and juvenile cod are 

significantly higher at OWFs compared to shipwrecks in the Belgian part of the North 

Sea (Reubens et al., 2013b), we cannot exclude that the fish were also foraging for 

food resources at shipwrecks instead of offshore wind foundations. The only 

exception could be cod, since research on the juvenile individuals’ movement has 
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shown strong residency towards the OWFs (Reubens et al., 2013c). Cod juveniles 

exhibit crepuscular movements towards the OWFs, increasing their foraging success 

and reducing the predation pressure (Reubens et al., 2014a) and, at the same time, 

they settle in the OWF area (Reubens et al., 2014b). The combination of these studies 

with our results could suggest that cods remain in the OWF area to forage for a 

prolonged period. 

Overall, the results of this study indicate that there are two main pathways supporting 

the feeding ecology of the fish species associated with OWFs: the ‘pelagic pathway’ 

that was based on the consumption of prey items of pelagic origin, such as 

zooplankton, and the ‘benthic pathway’ that was based on the consumption of the 

colonising organisms, such as J. herdmani and P. longicornis. These findings are in 

line with earlier observations on the feeding ecology of fish species related to 

artificial habitats in the Mediterranean Sea (Cresson et al., 2014) and could provide 

 
 
Figure 5.5: Overview of the offshore subtidal artificial reefs in the Belgian part of the North 

Sea. The grey dots represent the wrecks, the smaller coloured dots show the currently 

installed and operational offshore wind foundations and the blue line surrounding the 

offshore wind turbines represents the current renewable energy zone (source: 

www.kustportaal.be). 
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an indication of the co-existence of attraction and production on the same artificial 

reef system (Cresson et al., 2019). 

 

5.4.2. Attraction-production hypotheses 

Offshore wind farms and other artificial reefs could potentially act as production sites 

for fish species (Leonhard and Pedersen, 2006) that feed on the abundant colonising 

fauna. The production hypothesis can be supported when the artificial habitat 

contributes to an increasing biomass and/or abundance of fish (Svane and Petersen, 

2001). This is due to the increased feeding efficiency, survival rates of larvae and 

protection against predation at the artificial habitats, which encourage fish to settle 

and concentrate here (Brickhill et al., 2005; Petersen and Malm, 2006). The feeding 

ecology of the benthic (sculpin) and benthopelagic (pouting and juvenile cod) 

species as revealed in this study could be an indication that these species could 

potentially increase their local production. This is due to their long-term feeding 

ecology, which suggests that they remain close to artificial habitats for a long period 

of time to feed.  

Support for the production hypothesis has already been indicated for pouting and 

cod in the Belgian OWF area (De Troch et al., 2013; Reubens et al., 2013a). Specifically, 

research has shown that juvenile cod individuals indicate high residency and site 

fidelity in offshore wind foundations (Reubens et al., 2013c) and that they settle in 

the area, suggesting increased production in terms of additional recruitment of 

individuals (Reubens et al., 2014b). Furthermore, larger lengths and better fitness 

proxies (i.e. growth, condition index and diet) have been observed for pouting 

individuals in close proximity to OWFs compared to individuals occurring in sandy 

areas (Reubens et al., 2013a). Cod and pouting exploit lipid- and fatty-acid-rich food 

sources (J. herdmani and P. longicornis) that can provide them with sufficient energy 

to sustain their metabolism and growth, and could also contribute to pouting’s 

reproduction (De Troch et al., 2013). The combination of our findings with these 

previous studies could corroborate the production hypothesis.  

The findings of our study imply that sculpins could also increase their local 

production within the artificial reef area of OWFs. Indeed, artificial habitats have been 
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reported to have a positive effect on the production of benthic carnivores, due to 

the increased food availability and the low fishing mortality (Cresson et al., 2019). It 

is, thus, possible that artificial reefs, such as OWFs, could enhance the production of 

benthic species. 

The results of our study corroborate the hypothesis that both attraction and 

production can co-exist on the same artificial reef, depending on the habits of every 

species (Cresson et al., 2019). It is suggested that benthic and benthopelagic species 

could have an increased production within OWFs, but this cannot be demonstrated 

for the pelagic species. The opposite patterns observed between pelagic and 

benthic/benthopelagic species are typical in natural reefs but were seldomly noticed 

for artificial reefs (Morris et al., 2018). Recently, similar patterns at the functional 

group-level have been observed for fish species at artificial reefs in the bay of 

Marseilles (Cresson et al., 2019), where pelagic species do not feed on fauna 

associated with artificial reefs. In our study, mackerel seems not to be feeding on 

artificial reef fauna, while horse mackerel exploits them opportunistically. Visual 

observations have shown that horse mackerels approach the offshore wind 

foundations to predate, taking advantage of the shade that the foundations offer 

(Reubens pers. comm.). Hence, the pelagic species seem to be attracted towards the 

offshore wind turbines, but further research is needed concerning their production 

in the area. Previous studies have indicated that the effect of artificial reefs on the 

production of pelagic zooplanktivores (i.e. mackerel and horse mackerel) is negligible 

(Powers et al., 2003), since most of these reefs are too small to significantly affect the 

pelagic communities (Cresson et al., 2019). To conclude, further investigation is 

needed about whether and how the pelagic species exploit the artificial reefs. 

 

5.5 Conclusions 

Our results indicated that both benthopelagic (pouting and juvenile cod) and benthic 

species (sculpin), that occur abundantly at offshore wind farms (OWFs), use the 

artificial reefs as feeding grounds for a prolonged period, since stomach content 

analysis (SCA) and stable isotope analysis (SIA) reveal a diet that is based on fauna 

typically found on artificial hard substrates. These species mainly consume colonising 
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amphipods (pouting and juvenile cod) and decapods (sculpin), which are abundant 

on these substrates. High trophic niche overlap was observed between the 

benthopelagic species, while the trophic niche of sculpin was not overlapping with 

any of the trophic niches of the other species. The pelagic species in our study either 

consume colonising organisms occasionally, i.e. horse mackerel, or they do not 

exploit them at all, i.e. mackerel. In the case of horse mackerel, artificial reefs act as 

feeding oases, providing high availability of food items. Mackerel continues feeding 

on zooplankton even when it is found in close proximity to OWFs and hence, the 

reason of its attraction to the artificial hard substrates requires further investigation. 

These findings corroborate to the hypothesis that OWFs could potentially increase 

the local production of fish species and especially of benthopelagic and benthic 

species, while further research is necessary for the pelagic species.  
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General Discussion 

 

 

This dissertation has shown that OWFs do influence the local food webs from the 

basis, with the colonising fauna affecting the primary producer standing stocks, to 

higher trophic levels with several fish species intensively feeding on these organisms. 

The detailed food web analysis indicated that the food web structure of colonising 

assemblages differs along the depth gradient of an offshore wind turbine. Compared 

to epibenthic assemblages colonising the upper parts of the turbine, assemblages 

show larger trophic niches and thus higher food web complexity in deeper zones and 

in zones where organic matter accumulation occurs (scour protection layer and soft 

substrate near the turbine). The ecological relevance of the latter zones was 

highlighted by their capacity to support the presence of multiple trophic levels due 

to their high resource quantity (Chapter 2). Moreover, six of seven invertebrate 

species occurring in multiple depth zones along the depth gradient were found to 

be trophic generalists (Mytilus edulis, Jassa herdmani, Metridium senile, Ophiothrix 

fragilis, Necora puber and Pisidia longicornis). These species showed depth-specific 

food resource-use strategies (Fig. 6.1), indicating that trophic plasticity contributes 

to the co-existence and extended distribution of invertebrate species within and 

across different depth zones (Chapter 3). 

The wider perspective (Fig. 6.2) indicates that the installation of OWFs and their 

subsequent colonisation by epibenthic organisms affect the primary producer 

standing stock (Slavik et al., 2019). Here, two of the most common species on 

offshore wind turbines (the amphipod Jassa herdmani and the blue mussel Mytilus 

edulis) exhibited the highest carbon assimilation and biomass-specific carbon 

assimilation compared to the other colonising organisms. Moreover, by upscaling 

the obtained results to the total number of the installed offshore wind turbines in 

the Belgian part of the North Sea, it was estimated that the local annual primary 

producer standing stock (the baseline amount of phytoplankton that is typically 

present in the BPNS for one year) is reduced by 1.3 % due to the grazing activities of 

these two species (Chapter 4). 
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Figure 6.1: Detailed overview of the feeding ecology of the invertebrate species investigated 

in Chapter 3. The arrows point from the source to the consumer. Necora puber was the only 

species that did not show clear resource preference and thus, no arrows are pointing towards 

it. Apart from Diadumene cincta, all the other consumer species exhibit trophic plasticity, 

switching their diets according to the depth zone they occur. 
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Finally, OWFs attract several fish species, with several hypotheses being proposed to 

explain this attraction, such as provision of shelter against currents and/or predators 

(Bohnsack, 1989) and enhanced food availability (Leitão et al., 2007; Reubens et al., 

2011). Three benthic and benthopelagic fish species (Myoxocephalus scorpioides 

(sculpin), Gadus morhua (cod) and Trisopterus luscus (pouting)) were found to utilize 

artificial reefs, such as OWFs, as feeding grounds for a prolonged period of time by 

consuming colonising species (Jassa herdmani and Pisidia longicornis). This could 

potentially increase the local benthic and benthopelagic fish production. Conversely, 

pelagic fish species either use the artificial habitats as feeding grounds occasionally 

(Trachurus trachurus (horse mackerel)) or not at all (Scomber scombrus (mackerel)) 

(Chapter 5). 

In this chapter, the main findings of this thesis will be discussed in a wider 

perspective. This discussion will first focus on the functioning of OWFs as artificial 

reefs, with regard to the importance of scour protection layers and the surrounding 

soft substrate for the local food web complexity (see 6.1). Subsequently, the 

significance of these structures on the abundant occurrence of suspension feeding 

organisms, with the majority of them being trophic generalists will be addressed 

(sections 6.2 and 6.3). Next, the key role of Jassa herdmani on the reduction of the 

local primary producer standing stock and as a strong competitor for the available 

resources will be evaluated (see 6.4). Furthermore, this chapter will discuss the 

attraction and the potential increase in the production of particular fish species in 

the OWF area (see 6.5). Finally, the findings of this study will be related to the future 

OWF construction plans in the Belgian part of the North Sea and beyond (see 6.6) 

before presenting future challenges for research on OWFs, which arise from the 

outcome of this work (section 6.7). 
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Figure 6.2: The marine environment on and around a gravity-based foundation in the 

Belgian part of the North Sea and illustration of the wider perspective of this thesis. The 

depth zones on the turbine foundation consist of different dominant species. The 

illustrated organisms and resources are the ones investigated in this thesis, while the arrows 

(pointing from the resource to the consumer) indicate trophic interactions. On the left, the 

feeding ecology of fish species as examined in Chapter 5. On the right, the consumption 

of the primary producer standing stock by Mytilus edulis and Jassa herdmani, as observed 

in Chapter 4. 1. Scomber scombrus (mackerel), 2. Trachurus trachurus (mackerel), 3. 

Trisopterus luscus (pouting), 4. Gadus morhua (cod), 5. Myoxocephalus scorpioides (sculpin), 

6. Zooplankton, 7. Macroalgae, 8. Suspended particulate organic matter (SPOM), 9. Mytilus 

edulis, 10. Jassa herdmani, 11. Diadumene cincta, 12. Metridium senile, 13. Ophiothrix 

fragilis, 14. Pisidia longicornis and 15. Necora puber. 
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6.1 Offshore wind farms as artificial reefs 

Offshore wind turbines act as de facto artificial reefs, representing unique features in 

the North Sea environment. They provide vertical surfaces stretching from the sea 

floor to the surface, increasing the habitat heterogeneity. Algae, sessile and mobile 

marine invertebrate and vertebrate species utilise the entire surface area of these 

turbines, with a variety of different species occupying different depths, leading to a 

pattern of vertical zonation. The zonation pattern found in this thesis is similar to that 

found in previous studies in the North Sea, both on offshore wind turbines 

(Lindeboom et al., 2011; Krone et al., 2013a; De Mesel et al., 2015) and on oil and gas 

platforms (van der Stap et al., 2016; Coolen, 2017). Furthermore, it was observed that 

the species occurring in the soft substrate were a mixture of typical soft-bottom and 

colonising species (Chapter 2), which comes in line with previous observations on the 

species diversity in sediments close to offshore wind turbines (Bouma and Lengkeek, 

2012). This indicates that the zonation pattern identified in this thesis corresponds 

to a typical southern North Sea situation. 

 

6.1.1 The importance of scour protection layers 

The general pattern observed in this thesis is that the scour protection layer (SPL) 

plays a highly important role not only for increasing habitat heterogeneity, but also 

for promoting food web complexity at the base of the turbine foundations. Here, the 

SPL was found to accommodate species of multiple trophic levels (ranging from 

small suspension feeding organisms to large predatory fish species), indicating the 

second highest (after the soft substrate) food web complexity compared to the 

assemblages in the other zones (Chapter 2). This trophic complexity was further 

confirmed by the majority of species occurring in the SPL that exploited a wide range 

of resources occurring at and in between the rocks of the SPL (Chapter 3). The pivotal 

role of SPLs for the food web around the offshore wind turbines was further 

highlighted by the feeding ecology of fish species associated with it (benthopelagic 

and benthic), which feed for a prolonged period on colonising organisms (Chapter 

5). The combination of these results indicates that SPLs function more efficiently as 

artificial reefs than the piles themselves, corroborating earlier predictions on the 
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matter (Petersen and Malm, 2006; Langhamer, 2012). Moreover, this dissertation 

provides evidence that SPLs increase the available food quantity for both sessile and 

mobile fauna, as it had earlier been projected (see section 1.2.5 - Langhamer, 2012). 

Initially, SPLs are colonised by a variety of sessile and hemi-sessile macrofaunal 

organisms, such as amphipods, in high densities (Bouma and Lengkeek, 2008; De 

Mesel et al., 2013) and biomasses (Rumes et al., 2013), which, in turn, attract 

predatory mobile species (Petersen and Malm, 2006). Thus, SPLs enhance the 

suitability of the offshore wind turbines as habitats for mobile demersal megafauna, 

such as fish, lobsters and crabs (Langhamer and Wilhelmsson, 2009; Reubens et al., 

2011; Krone et al., 2013b; Scott et al., 2018). Furthermore, SPLs offer habitat to rocky 

benthic fish species, such as Myoxocephalus scorpioides. Prior to the construction of 

offshore wind turbines, benthic fish species that normally occur in rocky areas, were 

rarely found in the Belgian part of the North Sea (Kerckhof et al., 2018). This was 

mainly due to the scarcity of suitable habitats for them. With the continuous 

construction of offshore wind turbines and their SPLs, multiple rocky benthic fish 

species, such as the Ballan Wrasse Labrus bergylta, the tompot blenny Parablennius 

gattorugine, etc., have appeared in the area (Kerckhof et al., 2018). The suitable 

habitat, together with the enhanced availability of prey species (Reubens et al., 2011) 

and the provision of shelter from predation and currents (Langhamer, 2012) 

enhances the importance of SPLs as feeding grounds. 

Turbines without SPLs, such as jacket foundations, can also serve as feeding grounds 

for mobile megafauna (Krone et al., 2013b). Jacket foundations have higher structural 

complexity than monopiles and gravity-based foundations, since they consist of 

tubulars with multiple orientations (Krone et al., 2013b; Causon and Gill, 2018). The 

structural complexity remains the same along the depth gradient, while the tubulars 

allow the main current flow to pass through the construction (Krone et al., 2013b). 

An increased amount of empty mussel shells has been observed on the soft substrate 

on the bottom and around jackets foundations, providing secondary hard substrate 

and enhance the local spatial heterogeneity (Maar et al., 2009; Krone et al., 2013a). 

Nevertheless, the lack of SPLs leads to different biodiversity at the basis of the jacket 

foundations compared to foundations with SPLs (Krone et al., 2017), implying that 

only SPLs could potentially sustain high abundances of mobile megafauna species, 
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such as (benthic) fish. Indeed, jacket foundations seem to be less attractive to cod 

compared to the gravity-based foundations (Reubens et al., 2013c). Furthermore, 

SPLs provide better hiding places for cod and pouting compared to the turbine 

foundations, creating suitable habitats for the feeding activities of these species 

(Reubens, 2013). 

This thesis clearly indicates the importance of SPLs for the feeding habits of both 

sessile and mobile species. However, foundations without SPLs, such as jackets, were 

not investigated to practically compare the food web complexity between SPLs and 

the base of the jacket foundations. Furthermore, the location of the SPL in respect of 

oxygen, water salinity (Thorman, 1986), temperature (Verween et al., 2007) and depth 

(Relini et al., 1994) could also lead to different results. For example, the local 

accumulation of biomass in SPLs of OWFs in oxygen-poor bottom waters, such as 

the Baltic Sea, could foster the occurrence of anoxia (Wilding, 2014; Janßen et al., 

2015). The installation of SPLs in larger depths that those in the southern North Sea 

might result in the occurrence of fewer colonising organisms (Langhamer, 2012), 

which would possibly lead to lower food web complexity than the one observed in 

this study. Thus, the pattern observed for the SPL in this study cannot reliably be 

generalized for areas with different environmental characteristics. 

 

6.1.2 The role of the soft substrate 

The influence of the offshore wind turbines on the surrounding soft sediments has 

been studied with regard to macrofauna (Coates et al., 2014) and fish 

(Vandendriessche et al., 2015) composition and the sedimentological characteristics 

(Coates et al., 2014). In this PhD thesis, the importance of these sediments on the 

food web complexity was highlighted.  

The permeable soft sediments around the offshore wind turbines become finer than 

before the construction of these man-made structures (Coates et al., 2014). Two 

different scenarios have been proposed for this fining: the sediment gets finer due 

to the pre-construction activities in the area (Van den Eynde et al., 2010) and/or the 

changing hydrodynamics around the foundations lower the current speed in the 

wake of the foundation facilitating the deposition of fines (Van den Eynde, 2005). 
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Furthermore, high accumulation of organic matter in the soft sediments near the 

offshore wind turbines due to the biodeposition of the colonising organisms also 

leads to fining of sediments (Coates et al., 2014) and increases the food quantity in 

the area (Mavraki et al., 2020). This results in a more complex local food web (Chapter 

2), with a wide range of resources that are available to both colonising and other 

organisms, such as the crab Necora puber (Chapter 3). It has been suggested that the 

food quantity and quality deposited on the soft substrates due to the biodeposition 

processes of colonising organisms is a ‘shortcut within the food web’ connecting 

different parts of the marine food web (Köller et al., 2006). This is supported by the 

idea that in contrast to a food web based on small particulate matter, larger particles 

(e.g. faecal pellets) and/or even entire organisms fall from the artificial structures and 

become immediately available to the organisms living on the sediment (Köller et al., 

2006). Moreover, consumers in the soft substrates have access to particles and 

organisms that were not present in the area before the construction of the turbines 

(De Mesel et al., 2015), enabling them to exploit resources that would naturally be 

unavailable to them. 

The role of the soft sediments for the local food web complexity was only studied 

very close to the SPL. However, studies on the effects of OWFs on the surrounding 

soft sediments have shown that the organic matter accumulation expands up to 25 

m away from the turbines, while increased macrofaunal density has been observed 

up to at least 15 m away from gravity-based foundations (Coates et al., 2014). The 

effect of monopile foundations on the soft substrate community composition is not 

as apparent as with jacket foundations (Lefaible et al., 2019). This indicates that the 

results of this study with regard to the soft substrate food web complexity could 

differ with distances from the turbines and with different types of foundations due 

to both the distinct macrofaunal composition and the extent of organic matter 

accumulation. Thus, further investigation of the soft substrate food web complexity 

at different distances and types of foundations is necessary to completely 

understand the effects of OWFs on the food web properties of the surrounding soft 

sediments. 
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6.2 Offshore wind turbines: the kingdom of suspension feeders 

Suspension feeders dominate benthic communities that occur on hard substrates 

(Gili and Coma, 1998). The introduction of offshore wind turbines alters the 

functioning of the surrounding ecosystem by restructuring the communities at and 

around the foundations (Joschko et al., 2008; Krone et al., 2013a), enhancing the 

establishment of suspension feeding organisms (Wilhelmsson and Malm, 2008; 

Lindeboom et al., 2011). Offshore wind turbines can double the biomass of 

suspension feeders within a wind farm area compared to the situation before its 

construction (Raoux et al., 2017), indicating that these structures act as the 

“kingdom” of suspension feeders. The establishment of this kingdom results in a shift 

in local functional evenness towards suspension feeding (decreased functional 

evenness). Functional evenness is the measure of the regularity of the distribution 

and relative abundance of species in the functional niche space (Mason et al., 2005; 

Villéger et al., 2008; Ricotta et al., 2014). The presence of high or low functional 

evenness is of fundamental importance to community dynamics, since it can suggest 

whether species are distributed over many functional traits (high evenness – Hewitt 

et al., 2008) or they share a specific functional trait (low evenness – Mason et al., 

2005), such as suspension feeding. Functional evenness decreases with increased 

disturbance, with co-occurring species becoming highly clustered in the functional 

space (Mouillot et al., 2013). Research has shown that low functional evenness could 

be an early warning signal of disturbance impacts (Mouillot et al., 2013), such as the 

perturbed environment due to the installation of OWFs. Indeed, lower functional 

evenness has been observed within artificial reefs compared to natural rocky areas 

(Carvalho et al., 2013). The co-existence of multiple functional traits could potentially 

increase the functional diversity (Hewitt et al., 2008). In OWFs, however, where one 

main functional trait is observed, the evolution of the communities will probably 

deteriorate the functional diversity. This has already been suggested for the 

communities at lower depths of the turbines. The anemone Metridium senile 

dominates these depths and causes the so-called slimeification, establishing species-

poor communities (Kerckhof et al., 2019) and possibly decreasing the functional 

diversity.  
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The present work highlighted the important role of these organisms on the (local) 

food web properties. Specifically, we observed resource partitioning among and 

within assemblages consisting of suspension feeders (Chapter 2). Moreover, it was 

indicated that suspension feeding organisms occurring in multiple zones along the 

depth gradient of an offshore wind turbine exhibit a substantial degree of trophic 

plasticity (Chapter 3). This allows for the co-existence of multiple individuals by 

limiting the effects of trophic competition (Lefebvre et al., 2009; Riera, 2009). Trophic 

plasticity may allow for resource partitioning (MacNeil et al., 1997; Ashton et al., 

2010), although not all species that show trophic plasticity can partition the available 

resources. There are two mechanisms in which resource plasticity may occur among 

species (Ashton et al., 2010). The first way is via niche pre-emption (Fig. 6.3A), in 

which individuals respond to the presence of a superior competitor by switching their 

diets to an alternative (either less-favourable or ad libitum) resource (May and Arthur, 

1972; Ashton et al., 2010). This is supported by the idea that generalists that change 

their foraging behaviour to capitalise on the most rewarding resource can co-exist 

with competitively superior species (Abrams, 2006). The second mechanism (Fig. 

6.3B) suggests that trophic plasticity may enhance the competitive ability, with the 

superior competitors exhibiting trophic plasticity and the inferior competitors being 

unable to shift their diets (Casper and Jackson, 1997). The results of Chapter 3 imply 

that J. herdmani is possibly a superior competitor, since, once present, it forces the 

other species to switch their diets to an alternative resource, while it remains feeding 

on zooplankton. 

Apart from exhibiting trophic plasticity and resource partitioning, suspension feeders 

were found to affect the annual primary producer standing stock (Chapter 4) and 

serve as important resources for fish (Chapter 5). These results corroborate 

predictions on the role of suspension feeders occurring at OWFs. Trophic plasticity 

has been previously proposed as a common mechanism for suspension feeders, 

which act opportunistically and exploit the variable resources they encounter 

(Okamura, 1990). Krone et al. (2013a) hypothesized that the high numbers of 

suspension feeders in OWFs lead to a reduction of suspended particles from the 

water column, and they also provide food for intermediate and top predators.  
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The structure (expressed as complexity and diversity) and biomass of suspension 

feeding assemblages can increase with food availability, while their succession 

depends upon the input of the total energy deriving from the suspended particles in 

the water column (Gili and Coma, 1998). The high abundances and densities of 

suspension feeders at offshore areas in the North Sea indicate that there is sufficient 

food availability for these species along the entire depth gradient. The increased food 

availability at the deeper areas of the turbines was discussed in section 6.1. High 

concentrations of surface suspended particulate matter (SPM), together with the 

biodeposition products of the colonising organisms provide an adequate amount of 

resources for the suspension feeding organisms in the shallower parts of the 

turbines. These concentrations of surface SPM, also known as plumes, have been 

linked with the colonising organisms occurring on the turbines and the existence of 

SPLs (Baeye and Fettweis, 2015). Plumes in the North Sea were commonly observed 

shortly after strong storm events when high concentrations of SPM were apparent 

near the sea surface (Doerffer and Fischer, 1994). However, the construction of OWFs 

 
Figure 6.3: Mechanisms of resource use differentiation. Resource use of two different 

resources (grey and white) for two species, according to their non-competitive (on the left) 

and competitive (on the right) trophic niches (circles) are illustrated. The superior 

competitors have the leftmost niches. Two alternative scenarios are depicted: (A) niche pre-

emption in which individuals respond to the superior resource competitor by switching 

their diets to another resource and (B) dominant plasticity, where only the superior 

competitor can exhibit trophic plasticity (modified from the source: Ashton et al., 2010). 
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together with other anthropogenic activities in the North Sea, such as dredging, sand 

extraction, land reclamation and large-scale aquaculture facilities (Fredette and 

French, 2004; Orpin et al., 2004; Bolam et al., 2006; Ware et al., 2010; Fettweis et al., 

2011) impose changes in the local hydrodynamics and fine-grained sediment 

dynamics (De Vos et al., 2011; Whitehouse et al., 2011), increasing the vertical mixing 

of suspended material in the water column (Floeter et al., 2017). Plumes associated 

with OWFs can be induced by the combination of three processes: (a) localised 

scouring of the seabed at the base of the foundations (Vanhellemont and Ruddick, 

2014), (b) the release of mud and organic matter associated with the colonising 

organisms (Baeye and Fettweis, 2015), and (c) the re-distribution of suspended 

sediment in the water column caused by the increased vertical mixing in the wake of 

the foundations (Forster, 2018). Recent measurements indicated that the suspended 

sediment concentration was higher at the sea surface compared to the concentration 

near the sea-bottom (Forster, 2018). The extent of the plume depends on the grain 

size of the substratum, with large particles settling fast, while the fine particles can 

be deposited over a wider area depending on the local currents (Hiscock et al., 2002).  

 

6.3 Co-existence and the increase of trophic generalists  

On offshore wind turbines, a great species diversity and density is being 

concentrated in limited space (Petersen and Malm, 2006; Kerckhof et al., 2010b). In 

such environments, invertebrate species compete for the available resources (space 

and food - Whomersley and Picken, 2003). Here, we suggested that species co-

occurring on an offshore wind turbine can expand their distribution and survival 

through trophic plasticity, which allows them to exploit different resources and lower 

the interspecific competition for food (Chapter 3). This indicates that trophic 

generalists – individuals taking advantage of a wide range of resources (Bearhop et 

al., 2004) - have better possibilities for thriving in this perturbed environment created 

by the offshore wind turbines than trophic specialists – individuals specialising in a 

specific food resource (Bearhop et al., 2004).  

Specialist dietary strategies incur greater risk to distribution due to the limited 

resource flexibility, while species with broad depth distribution are expected to be 
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trophic generalists (MacDonald et al., 2019). Three of the generalist species in this 

thesis (Jassa herdmani, Mytilus edulis and Metridium senile) are also dominant in 

specific depth zones (Jassa, Mytilus and Metridium zone, respectively), where they 

occur in high densities (De Mesel et al., 2015). This indicates an over-representation 

of generalists over specialists, at least in terms of abundances. The over-

representation of generalist over specialist feeders has been observed in multiple 

ecosystems, such as temperate and subtropical estuaries (Richoux and Froneman, 

2008; Freeman et al., 2018), bays in the North Sea (Dubois et al., 2007) and the 

Antarctic shelf (Gutt, 2006), and also for different species, such as barnacles (Dubois 

et al., 2007), amphipods (MacAvoy et al., 2016) and fish (Quevedo et al., 2009). 

Trophic specialists are expected to be less resilient and more vulnerable to habitat 

perturbation compared to trophic generalists (Gownaris et al., 2015), because of their 

dependence on a specific (limiting) resource. Trophic generalists, on the contrary, are 

capable of retaining a broader range of resources and adapt to both natural and 

anthropogenic changes in food availability (Freeman et al., 2018). Furthermore, the 

ability to shift between alternative resources makes trophic generalists less 

susceptible to extinction (Purvis et al., 2000). 

Concepts of specialists vs. generalists have a long history in ecological studies, but 

nowadays, concern is given to specialist species. A global decrease of specialists has 

been observed, which results in the increase of functional homogenisation (Clavel et 

al., 2011). A decrease in specialist species coincides with a partial substitution by a 

small number of generalist species, with this reduction lowering the biodiversity via 

homogenisation (McKinney and Lockwood, 1999; Fisher and Owens, 2004; Olden and 

Rooney, 2006; Clavel et al., 2011), altering the equilibrium of the ecosystem 

(Richmond et al., 2005). Specialisation increases the variability, while generalisation 

results in homogenisation, which replaces the “unique” species by “widespread” ones 

(McKinney and Lockwood, 1999).  

It is debatable whether the increased variability due to specialisation has consistent 

effects on multiple stability components or whether some stability components  

increase with diversity and some other decrease (Pennekamp et al., 2018). As 

mentioned in Chapter 1, food web stability is dependent on the connectance and 

distribution of trophic links among species (Borrvall et al., 2000; Ebenman and 
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Jonsson, 2005). It is also highly dependent on the strength of its interactions with 

other species (Ebenman and Jonsson, 2005). From that, it is implied that food web 

stability depends on the most connected species, which usually are resource 

generalists. This is because trophic generalists can create more novel linkages 

between different trophic levels (Fox et al., 2019) and because the more connections 

a species has, the more potential it has to affect the food web (Dunne et al., 2002). It 

has been suggested that the loss of generalist species with several weak links can 

lead to destabilisation of the entire food web (Borrvall et al., 2000). However, 

specialist species also play an important role in the stability of the food webs. Even 

though they tend to have fewer links, these links are stronger compared to those of 

generalist species. Thus, in communities with many specialists that have strong 

trophic interactions, the densities of species vary remarkably in time, making species 

more vulnerable to stochastic extinction compared to communities dominated by 

weak trophic links between species (Ebenman and Jonsson, 2005). From the above, 

it is clear that the robustness of food webs to loss of specialists with few trophic links 

does not vary predictably; it will either induce large and unpredictable effects on the 

structure and functioning of food webs or it will cause few and/or no changes (Dunne 

et al., 2002). 

Apart from the dietary flexibility, generalist species can colonise new habitats easier 

than specialists (Clavel et al., 2011), which makes them also known as habitat 

generalists. Habitat generalists are species capable of successfully establishing 

themselves outside of their native habitat range, for example invasive species are 

often indicators of habitat generalization (Marvier et al., 2004). Habitat specialists 

cannot expand beyond their habitat range, but they are considered competitive 

superiors over the habitat generalists in cases of competition for the available habitat 

(Caley and Munday, 2003; Marvier et al., 2004). However, they are unable to 

outcompete the generalist species on a broader range (Caley and Munday, 2003).  

The concept of habitat generalist vs. specialist species has been linked with the r-K 

selection theory that was firstly introduced by MacArthur and Wilson (1967). This 

theory suggests that species can be positioned along a continuum between two 

endpoints; the r-endpoint represents the quantitative extreme, where the organisms 

allocate their energy for reproduction and the utmost offspring, while the K-endpoint 



Chapter 6  185 

is the qualitative extreme, where organisms allocate their energy for enhanced 

survival (Pianka, 1970, 1972). Habitat specialist species are often associated with the 

K-endpoint and generalists with the r-extreme (Quadros et al., 2009). This 

relationship between habitat use and reproductive strategies allows predicting the 

tolerance of a species to habitat perturbations (McKinney, 1997; Purvis et al., 2000; 

Sakai et al., 2001). Hence, anthropogenic disturbances leading to habitat alteration 

will influence habitat specialists much more than generalists, resulting in an over-

representation of the latter (Kitahara and Fujii, 1994; McKinney, 1997; Marvier et al., 

2004). Therefore, in introduced artificial hard substrates, such as offshore wind 

turbines, being a generalist species can be crucial for the survival and extended 

distribution along the depth gradient. With the increasing number of offshore wind 

turbines, more trophic generalists are expected in the BPNS and generally the North 

Sea, altering the balance of the North Sea ecosystem.  

 

6.4 Primary producer standing stock: the role of Jassa herdmani 

The results of this thesis suggest that 1.3 % of the local annual primary producer 

standing stock is grazed upon by the blue mussel Mytilus edulis and the amphipod 

Jassa herdmani (Chapter 4), which occur on the currently installed offshore wind 

turbines (318 turbines in total) in the BPNS. This amount is relatively small given that 

~25 % of the annual primary production in the BPNS is deposited in the sediment 

(Provoost et al., 2013). Even though this decrease is small, it extends over a large area 

and intensifies closer to the offshore wind turbines (Slavik et al., 2019). The 

installation of more OWFs in the future will lead to a significant reduction of the 

primary productivity, which is the major energy source for ecosystems globally 

(Imhoff et al., 2004). 

OWFs are installed into permeable sediments. The carbon assimilation by the natural 

macrofauna in such sediments ranges between 3.3 mg C m-2 d-1 and 42 mg C m-2 d-

1 (Bühring et al., 2006b). However, with the construction of OWFs thousands of m2 of 

permeable sediments are being replaced by hard substrates (the footprint of the 

turbines and - in the case of monopiles and gravity-based foundations - the scour 

protection layers). Thus, the natural carbon cycle changes due to the presence of 
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these structures (Mangi, 2013). In this study, we suggest that the presence of jacket 

foundations leads to the most significant increase in the carbon assimilation 

compared to the natural soft sediment macrofauna (ratio turbine/sediment: min: 

14242 max: 181259). This is mainly caused by the high densities of J. herdmani and 

M. edulis occurring on this type of foundation (Krone et al., 2013a; Kerckhof pers. 

comm.), and partly by the small loss of permeable sediments since the footprint of 

jacket foundations averages 10.5 m2 (Rumes et al., 2013). The amount of non-

assimilated carbon due to the loss of sediments is much smaller with the presence 

of a monopile and/or a gravity-based foundation, because these two types of 

foundations have larger footprints (573 m2 and 2227 m2, respectively – Rumes et al., 

2013). Owing to their large footprint and the lower densities of J. herdmani and M. 

edulis, monopiles have a smaller effect on the increase of the carbon assimilation 

compared to the soft sediment macrofauna (ratio turbine/sediment: min: 38 max: 

485). The occurrence of these two species (J. herdmani and M. edulis) on gravity-

based foundations causes the smallest increase in the carbon assimilation (ratio 

turbine/sediment: min: 9 max: 116). This indicates that the presence of monopiles 

and gravity-based foundations has a smaller effect on the increase of the local 

carbon assimilation compared to the presence of jacket foundations. 

Furthermore, our results suggest that, compared to the other colonising organisms, 

J. herdmani plays the most important role in the reduction of primary producer 

standing stock and it is a strong resource competitor. The exclusion of mussels from 

the upscaling calculations results in a reduction of 1.15 % of the annual primary 

producer standing stock in the BPNS by J. herdmani alone. Jassa species are by far 

the most abundant species on artificial hard substrates, such as buoys, boulders, ship 

wrecks and offshore wind turbines (Nair and Anger, 1980; Franz, 1989; Conradi et al., 

1997; Scinto et al., 2007; Zintzen et al., 2008; Beermann and Franke, 2012; De Mesel 

et al., 2015). In our study area, J. herdmani is extremely abundant (densities exceeding 

104 individuals m-2) (De Mesel et al., 2015). Moreover, Jassa species have been 

observed to have a degree of flexibility in their feeding habits, which explains their 

successful establishment on multiple artificial hard substrate habitats (Dixon and 

Moore, 1997). This trophic flexibility was also indicated by the results of this thesis, 

where J. herdmani was feeding on zooplankton and on sediment organic matter in-
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situ (Chapter 3), while it was largely exploiting fragmented algae in the ex-situ pulse-

chase experiment (Chapter 4). This implies that this species is a strong competitor, 

since it is capable of exhibiting high resource plasticity as a function of its competitive 

environment (Ashton et al., 2010) and it may force other organisms to feed on less 

favourable resources (Chapter 3). 

This thesis proposes that the impact of the OWFs on the local annual primary 

producer standing stock is neutral, since its reduction was not remarkable. However, 

our results do not allow for drawing firm conclusions on the entire carbon flow within 

the colonising communities, since we did not perform the pulse-chase experiment in 

closed systems. Most pulse-chase experiments on sediment assemblages have been 

conducted in closed chambers (e.g. Woulds et al., 2007; van Nugteren et al., 2009; 

Braeckman et al., 2010, 2018, 2019; Evrard et al., 2010, 2012). The chambers remain 

sealed for at least some hours during the experimental duration to measure the 

production of 13C-labelled dissolved inorganic carbon (DIC), which is necessary to 

determine the macrofaunal and/or bacterial respiration rates (Moodley et al., 2000; 

Woulds et al., 2009; Gontikaki et al., 2011c). Therefore, the main carbon processing 

and, thus, the major reduction of the primary producer standing stock in the OWF 

areas might be caused by different processes, such as respiration. Nevertheless, we 

estimated the amount of carbon that is grazed upon by colonising organisms, which 

is, to our knowledge, the first time ever this has been experimentally determined. 

Moreover, bacteria occurring within the colonising assemblages will certainly have 

some prominent roles in assimilating a part of the 13C that was added in the 

experimental tanks. However, in a similar experiment on soft sediment macrofauna 

with the same duration (3 days) and similar feeding treatment (introducing the 

organic matter suspended in seawater into the water of the experimental tanks), 

macrofauna assimilated the highest amount of carbon compared to bacteria (van 

Nugteren et al., 2009). This can be explained by the fact that bacteria do not 

intensively exploit particulate organic matter (Azam et al., 1994). On the other hand, 

it is possible that this would change in case of a longer experimental duration, since 

bacteria can be responsible for the highest carbon assimilation within sediment 

communities (Woulds et al., 2016). This occurs due to the degradation of the 

particulate organic matter into dissolved organic matter, which is highly exploited by 
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bacteria (Azam et al., 1994). Thus, although we did not expect a high carbon 

assimilation by bacteria in our experimental conditions, it is possible that they 

assimilate more carbon than macrofauna in situ. This could lead to indirect carbon 

reduction resulting from the mineralization by bacteria.  

From the above, it is apparent that a different experimental set-up could provide 

further information on the carbon flow within colonising assemblages. The 

conditions of this experiment were not ideal, since the experimental tanks were not 

closed, and thus, we were not able to estimate the part of carbon that was respired 

by the colonising organisms. The carbon assimilation by bacteria and the labelled 

carbon that is excreted as faeces were also not estimated. Furthermore, the 

experiment was conducted for a period of three days, since our attempt to conduct 

the experiment for a longer period failed. Initially, we performed the same 

experiment for a period of 6 days. However, at the end of the experimental period, 

the majority of the Jassa herdmani individuals had depleted, which was probably the 

result of anoxia. Therefore, we decided to reduce the duration of the experiment and 

also provide more oxygen in the lower experimental tank to assure that anoxia would 

not occur again. It is important, hence, to conduct such experiments in a way that all 

the previously mentioned aspects are measured, without creating anoxic conditions. 

This would provide a complete insight on the fate of organic matter within the 

colonising assemblages and then we would be able to accurately estimate the 

amount of the primary producer standing stock that is processed by the colonising 

assemblages. 

 

6.5 Attraction-production hypotheses 

In this thesis, four fish species (cod, pouting, horse mackerel and sculpin) were found 

to utilize artificial reefs, such as OWFs, as feeding grounds (on a short- or a long-

term basis). This result comes in line with previous studies on the feeding ecology of 

benthopelagic fish species in the BPNS, stating that the enhanced food availability 

attracts fish individuals towards the artificial reefs (Reubens et al., 2011). On the 

contrary, mackerels are attracted to the turbines for other reason(s), since they do 

not seem to utilize them as feeding grounds at all.  
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Attraction towards the offshore wind turbines has already been investigated for the 

examined species from a number of studies in the OWFs in the BPNS (Reubens et al., 

2011, 2013a, 2013b; Kerckhof et al., 2018) and other OWFs in the North and Baltic 

Sea (Wilhelmsson et al., 2006a; Lindeboom et al., 2011; Bergström et al., 2013; Krone 

et al., 2013b). The findings of this thesis further corroborate the attraction hypothesis 

for all the examined fish species. Even though the attraction towards the OWFs has 

been confirmed multiple times, there is still no clear evidence about increased 

production. This is because production cannot be easily measured.  

This thesis cannot provide a concrete answer on whether there is increased 

production or not, but it supports the hypothesis that the local production of benthic 

and benthopelagic species could potentially increase. Mechanisms that can 

contribute to increased production include additional food availability, increased 

feeding efficiency, provision of shelter from currents and predators and provision of 

recruitment habitat for settling organisms (Stone et al., 1979; Bohnsack, 1989; 

Reubens et al., 2014a). The results demonstrate that OWFs provide increased feeding 

activity and efficiency. The integration of our dietary results with previous studies in 

the area can provide an insight on the possible production of the benthopelagic 

species (cod and pouting) that have been extensively studied in the OWFs in the 

BPNS. These species exploit energy- and fatty-acid-rich food sources, such as the 

amphipod Jassa herdmani and the crab Pisidia longicornis (De Troch et al., 2013). 

These resources supply them with the required energy to maintain their metabolism 

and contribute to their growth and/or reproduction (De Troch et al., 2013). Cod has 

shown strong residency and site fidelity towards offshore wind turbine foundations 

(Reubens et al., 2013c), while the length and fitness proxies of pouting individuals 

inside the OWFs are larger than those of individuals occurring in sandy areas 

(Reubens et al., 2013a). Thus, cod and pouting get sufficient energy supplies from 

foraging on colonising organisms to grow (De Troch et al., 2013) and they could 

potentially recruit new individuals, which would possibly lead to increased local 

production (Reubens, 2013). However, further research on the production of fish 

species locally and regionally (on the scale of the southern North Sea) is needed. 

The attraction-production hypotheses should also be investigated under the prism 

of global warming. The increased sea temperature is thought to be responsible for 
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faunal changes throughout the world, from the Mediterranean Sea (Consoli et al., 

2013), to the North Atlantic (Goberville et al., 2014) and the Arctic (Yurkowski et al., 

2018). Fish species either rapidly adapt to the temperature changes or migrate to 

areas with colder waters. Cod, for example, exhibits long range movements as a 

response to the environmental changes (Klein et al., 2017). Ocean warming has 

catastrophic consequences for natural reefs, such as coral reefs (Pandolfi et al., 2011; 

Frieler et al., 2012), while the colonisation of artificial hard substrates by epibenthic 

fauna is more pronounced in warmer seas compared to colder temperatures, 

although this mainly refers to micro-organisms instead of macro-organisms (Rao, 

2010; Smale et al., 2011). This could potentially lead to an increased attraction 

towards the artificial habitats. However, the effects of ocean warming on the fish 

production are expected to be severe, since production is controlled by enrichment, 

concentration and retention processes, which are governed by climatic factors 

(Walther et al., 2002). Temperature increases intensify the upwelling leading to a 

decline of the global fish production (Walther et al., 2002).  

 

6.6 The larger picture 

This thesis particularly indicated that: (a) SPLs play a pivotal role as feeding grounds 

both for vertebrate and invertebrate species, (b) soft substrates near the turbine 

foundations show a high food web complexity, in terms of trophic diversity 

compared to the other zones along the depth gradient, (c) Jassa herdmani plays the 

most significant role in the consumption of primary producers, in contrast to 

predictions stating that M. edulis would cause the highest consumption, and it is 

possibly a strong competitor for food, and (d) benthopelagic and benthic fish species 

use the artificial habitats, such as OWFs, as feeding grounds for a prolonged period 

of time. These findings suggest that the (local – turbine and BPNS scale) food web 

properties are changing due to the presence of offshore wind turbine foundations. 

The proliferation of OWF installations and their SPLs leads to an enhanced carrying 

capacity, since the capacity of the environment increases with the establishment of 

new habitats (Bohnsack, 1989; Lidberg, 1997). This enhancement together with the 

organic enrichment of soft substrates close to the foundations that can host more 
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organisms than before, confirm predictions on the way how OWFs would affect the 

surrounding marine environment. These findings indicate a localised (turbine scale) 

increase in biodiversity and complexity at the base of foundations with SPLs. The 

reduction of the annual primary producer standing stock and the exploitation of 

artificial reefs, such as OWFs, as feeding grounds by different fish species may have 

an effect at an even wider spatial scale (e.g. BPNS). 

The findings of this thesis cannot be seen isolated from the bigger picture of the 

proliferation of OWFs both in the BPNS and the southern North Sea. In the future, 

more turbines will be installed, covering a larger surface area in the southern North 

Sea. The insights in the food web properties from this thesis suggest that offshore 

wind turbine foundations with SPLs may have a potentially enhancing effect on the 

local food webs. However, predicting the cumulative effects of OWFs on the larger 

scale remains challenging.  

As mentioned above, the construction of multiple OWFs in the southern North Sea 

will lead to an increased environmental carrying capacity at the SPLs, which could act 

as ‘trophic-diversity hot spots’ at the base of gravity-based and possibly also 

monopile foundations. The effects of offshore wind turbines will also expand 

horizontally on the seafloor since, as mentioned above, the increased organic matter 

accumulation on the soft sediments attracts multiple organisms that show higher 

densities up to 15 m away from the turbines (Coates et al., 2014). Moreover, the fact 

that all the dominant (most abundant) species along the depth gradient of an 

offshore wind turbine showed trophic plasticity indicates that the southern North 

Sea will become a sea of trophic generalists. Trophic generalists have more trophic 

links compared to trophic specialists. This, in turn, will possibly result in more stable 

food webs, since food web stability is highly dependent on the most connected 

species (Dunne et al., 2002), which almost by definition are trophic generalists. 

Therefore, the increased number of trophic generalists on turbine foundations will 

possibly develop ‘islands’ of stable food webs. However, research on the horizontal 

expansion of this effect is necessary to examine the geographical scale of this effect. 

Also, the investigation of the feeding ecology of more invertebrate species is needed, 

since in this thesis, only seven species were examined, while 80 different species have 

been documented in subtidal zones on a gravity-based foundation in the BPNS (De 
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Mesel et al., 2015). Naturally, not all of them occur in different depth zones in 

sufficient numbers to easily run such analysis.  

The installation of more OWFs and their subsequent colonisation will naturally lead 

to a further reduction of the primary producer standing stock in the southern North 

Sea, influencing the very basis of the marine food webs and biogeochemical cycling 

(Slavik et al., 2019). Slavik et al. (2019) estimated the reduction of the primary 

producer standing stock caused only by M. edulis attached on the installed and future 

planned (up to 2030) offshore wind turbines in the entire southern North Sea to be 

3.7 ± 1.5 %. According to this thesis, the population of J. herdmani on wind turbines 

reduces the primary producer standing stock almost seven times more compared to 

M. edulis. Using the estimations by Slavik et al. (2019) for all the currently installed 

and future planned OWFs in the southern North Sea and assuming that J. herdmani 

shows densities and carbon assimilation rates similar to our study area, we can 

presume that these two organisms will cause a reduction of ~ 30 % in the southern 

North Sea. This amount is higher than the amount of the primary producer standing 

stock that is deposited in the sediments in the BPNS (~25 % - Provoost et al., 2013). 

This indicates that OWFs could have crucial cumulative effects for the marine 

environment, since, by reducing the primary producers’ standing stock, they affect 

the primary energy source for marine ecosystems (Imhoff et al., 2004). Subsequently, 

a resource-poor environment may be created, since the organic matter will 

concentrate inside and close to such artificial habitats due to biodeposition 

processes, while it may be reduced beyond that area, as a result of the ‘shadow’ of 

the artificial habitats (Reichart et al., 2017). The latter will much depend on how the 

increased consumption of the primary producers may be compensated for by an 

increased primary productivity. The enhanced vertical mixing of the water column 

might increase the primary production below the thermocline (Floeter et al., 2017). 

Additionally, the increased nutrient influx into the surface waters could also result in 

enhanced surface primary production (Floeter et al., 2017). Nevertheless, increased 

primary production due to the presence of OWF installations has not been proven 

yet and the implication of such large-scale effect of OWFs on the primary producer 

standing stock should be further examined, considering the conservative nature of 

our experiment.  
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This thesis supported previous findings on increased fish attraction towards the 

offshore wind turbines, and also corroborated the hypothesis of an enhanced 

production for some fish species due to the prolonged feeding on colonising 

organisms. Production can be facilitated by the enhanced feeding efficiency, 

provision of shelter against predators and currents and provision of habitat for 

settlement of fish larvae (Stone et al., 1979; Bohnsack, 1989; Reubens et al., 2014b). 

Fisheries exclusion can also promote the density, biomass, diversity and individual 

fish sizes, which could lead to increased (local) production (Reubens, 2013). Currently, 

extensive zones of the BPNS and the southern North Sea are dedicated to the 

offshore renewable energy, being partially closed for any other kind of human 

activity. Even in regions where fisheries are partially permitted (i.e. United Kingdom), 

nearly 90 % of the fishermen prefer avoiding fishing within the OWF areas due to 

concerns about safety, insurance and/or liability issues (Hooper et al., 2015). Then, 

and provided that turbines are close to one another, OWFs may act as de facto 

marine protected areas (MPAs) with potential spill-over benefits to commercial fish 

stocks in the wider region (Ashley et al., 2014). In BPNS, the future turbines will be 

more powerful and with higher efficiency than the currently installed ones, requiring 

more space between each turbine, which could possibly permit fisheries within the 

OWF area. However, in Belgium and in Germany, the implementation of IMO 

regulations prohibit  shipping within 500 m safety zone around the wind turbines 

(Mehdi et al., 2017). MPAs can increase the ecological resilience of marine 

communities in comparison to other (non-spatial) types of management measures 

(Barnett and Baskett, 2015). They can be used both for the conservation of 

endangered species and/or habitats and for the enhancement of fish stocks (Arceo 

et al., 2013), since it has been demonstrated that they can act protectively for fish 

populations (Colléter et al., 2014). The increased number of OWFs in the southern 

North Sea together with the fish attraction, prolonged residency and (partial) 

fisheries restrictions around these structures could lead in increased production with 

spill-over benefits in the region. Further research on the possible increased 

production is necessary via collaboration between countries to indicate the 

cumulative effects of the establishment of OWFs on the fish stocks. 
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6.7 Future perspectives 

This PhD thesis addresses different aspects of the food web ecology of sessile and 

mobile organisms associated with an offshore wind turbine. Combined results of 

experimental work and field data provided evidence that offshore wind turbines do 

influence the local food web properties. During this thesis, several questions about 

the food web ecology of OWFs have been answered, providing several ideas for 

further research work.  

Throughout this thesis, bulk stable isotope analysis (SIA) was used as the main 

method to investigate the trophic linkages between species and their potential food 

resources. SIA has been proven to be a valuable tool for the examination of trophic 

niches and diet proportion investigations (Fry, 2006). However, SIA does not provide 

detailed information of the exploited resources, especially if the isotopic signatures 

of the resources are not known. We examined the diet composition of invertebrate 

species occurring in different depth zones, with SIA allowing for the separation of 

the isotopic signature of the resources but we noticed similarities between the 

signatures of some of the resources, which need further clarification. Follow-up 

compound-specific SIA would help resolve whether these resources are distinct from 

each other (Vokhshoori and McCarthy, 2014; Demopoulos et al., 2017) and would 

allow for the isotopic characterisation of microbial resources that are difficult to 

obtain with SIA (Phillips et al., 2014). This analysis would accurately incorporate every 

possible resource of suspended material to the diet of the different consumers 

(Richoux et al., 2014b). Phospholipid-derived fatty acid (PLFA) analysis is a powerful 

and promising method that is increasingly used to supplement bulk natural 

abundance isotopic data (Van Den Meersche et al., 2009; Evrard et al., 2010, 2012; 

Middelburg, 2014). PLFA analysis offers additional resolution, since it can 

differentiate the isotopic signatures of small particles, such as bacteria and 

eukaryotes, and allows for the estimation of the different constituents of the 

microbial compartments (Evrard et al., 2010, 2012; Middelburg, 2014) and the 

phytoplankton composition (Braeckman et al., 2015). Furthermore, PLFA analysis 

would indicate the food quality of different invertebrate species (e.g. more 

unsaturated fatty acids show higher quality of food resources – Wakeham et al., 1984; 

Reemtsma et al., 1990). Hence, conducting compound-specific SIA in combination 
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with PLFA analysis would allow for more firm conclusions on the dietary composition 

of the invertebrate species on the OWFs. 

A detailed study on the influence of mussels on the nitrogen cycle would be 

important, since models have shown that increased primary production is associated 

with a larger dissolved inorganic nitrogen (DIN) concentration observed due to the 

excretion of the mussels on the OWFs (Maar et al., 2009). The increased mussel 

abundances on the offshore wind turbines could increase excretion of ammonium as 

well as decrease the water turbidity (Maar et al., 2009; Raoux et al., 2017). This could 

potentially lead to an increase in the growth rates of phytoplankton and filamentous 

algae and thus have an effect on the basis of marine food webs (Kautsky and Evans, 

1987; Prins and Smaal, 1994; Norling and Kautsky, 2008). A model exercise has 

already estimated an increase in ammonium concentrations around offshore wind 

foundations of up to 25 % (Maar et al., 2009). It is, hence, important to acquire the 

real data in order to validate this model and by that estimate the complete effect of 

mussels on the local phytoplankton production. 

This thesis focused only on the effects of OWFs on the feeding ecology of the 

consumer species associated to these structures and how these species affect the 

local primary production standing stock. However, OWFs could have a direct effect 

on the primary production themselves due to the local hydrodynamic changes 

induced by their construction (Floeter et al., 2017). Floeter et al. (2017) suggest an 

increase in phytoplankton primary production due to the increased vertical mixing 

caused by the construction of OWFs, with subsequent upward nutrient transport 

throughout the water column. In contrast, Dannheim et al. (2020) support the 

hypothesis that phytoplankton primary production will be reduced due to increased 

turbidity, which reduces the light in the water column. However, there is generally 

little information on the effects of offshore wind turbines on the primary production 

and further investigation is needed. 

The importance of scour protection layers (SPLs) on the trophic ecology of both 

vertebrate and invertebrate species was highlighted. Future research may focus on 

the food web ecology of different turbine foundations, such as jacket foundations 

that lack SPLs. In these distinct types of foundations, different food web structures 
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are expected. Investigating the food web ecology of jacket foundations that have 

complex structures along the entire depth gradient (Krone et al., 2013b; Causon and 

Gill, 2018) would be a step forward to understanding the effects of different vertical 

structures on the food web complexity.  The higher structural complexity could be 

reflected in the food web complexity, which could be higher in shallower parts of 

these foundations. Hence, the next step would be to study and compare the detailed 

food web between the gravity-based foundations (studied here) and the other types 

of foundations in the Belgian part of the North Sea and beyond. Only such a 

comparison would identify possible (dis)similarities in the food web complexity 

between the different types of foundations and understand which type of foundation 

would benefit the most the (local) food web properties.  

In this thesis, a community of an advanced successional stage was examined. The 

age of the structures defines the communities that are formed on and around them. 

Within 5 years, stable colonising assemblages are established on artificial hard 

substrates (Jensen et al., 2000), while on the offshore wind turbines in the BPNS a 

decline in species diversity is observed after ~ 6 years at 15 m depth (Kerckhof et al., 

2019). The gravity-based foundations are the oldest type of turbines in the BPNS. 

The samples in this thesis were collected 8 years after the installation of these 

foundations. Thus, our study can project the future situation of the local food web 

properties of the newly installed turbines, especially the monopiles that have similar 

structures. However, we can also acquire knowledge from the food web properties 

of even older vertical artificial constructions, such as oil and gas platforms, that have 

been constructed more than 20 years ago, and could project the future situation of 

the offshore wind farms in the North Sea. On such structures, the old communities 

show low species richness both in the shallow and in the deeper areas (van der Stap 

et al., 2016). Since the community composition changes over time, studying the food 

web properties of older communities associated with oil and gas platforms could 

indicate the future situation of the currently installed offshore wind turbines. 

The food web ecology was investigated only in one season (summer). However, 

seasonality plays an important role in marine food webs. Examining the food web 

complexity of the organisms associated with offshore wind turbines in different 

seasons would show us whether the complexity observed in the deeper zones 



Chapter 6  197 

remains stable throughout the year or whether it changes seasonally. The alteration 

of seasons largely influences the food supply (Lefebvre et al., 2009), which can induce 

changes in the food web of both the intertidal and the subtidal parts of the 

foundations. Primary production (Bordeyne et al., 2017), the availability and 

composition of microalgae (Schoo et al., 2018), as well as the zonation patterns of 

the colonising organisms along the depth gradient of the turbines vary according to 

seasons (Kerckhof et al., 2010a). The temporal variability of primary producers (in 

winter, primary productivity tends to be lower due to lower temperatures and light 

levels compared to spring and summer (Parsons and Kessler, 1987) can cascade 

through the marine food webs and, finally, affect the diet and/or survival of higher 

trophic levels (Pope et al., 1994; McMeans et al., 2015). Thus, seasonality can affect 

the diet composition of many organisms (Hertz et al., 2017). Therefore, it is important 

to examine whether the observed effects of OWFs on food web properties are stable 

throughout the year. 

Last but not least, more extensive studies on the impacts of OWFs on the production 

of (certain) fish species at a population level should be conducted. As mentioned in 

this thesis, there have been multiple studies supporting the idea that the production 

of fish increases in OWF areas (Leonhard and Pedersen, 2006; Andersson and Öhman, 

2010; De Troch et al., 2013; Reubens et al., 2013a, 2014b), but there is no clear 

evidence of increased production locally or regionally at a population level yet. Thus, 

targeted research studies should aim at investigating the production of fish species 

due to the presence of OWFs. Furthermore, it would be interesting to investigate 

whether offshore wind turbines and their associated SPLs could be used as habitat 

restoration tools. This is of great importance, since natural reefs are declining and 

deteriorating due to human activities and climate change, which leads to a decline 

of certain fish species and shifts in species dominance (Abelson, 2006). The idea that 

offshore wind turbines can act as a tool for habitat restoration has been previously 

suggested (Mangi, 2013), but has, to our knowledge, not yet been studied. Targeted 

investigation of this idea could provide crucial information on whether these 

structures can potentially restore disturbed fish habitats and mitigate the impacts on 

the ecosystem. 
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6.8 Conclusion 

Altogether, the introduction of offshore wind farms (OWFs) affects the local food 

web properties, due to the cascading trophic effects caused by epifauna organisms 

colonising these structures. Colonising organisms enhance the food provision for 

benthic organisms through the deposition of faeces and pseudofaeces, increasing 

the food web complexity in deeper zones of the turbines (Chapter 2). The resulting 

enrichment of these zones with organic matter increases the food variety in the scour 

protection layer (SPL) and the surrounding soft sediments, providing organisms with 

a wider range of food resources compared to the upper parts of the foundation. 

Trophic plasticity allows for an expanded distribution and survival of species in 

multiple depth zones along the depth gradient (Chapter 3). The high abundances of 

colonising organisms on the foundations do not seem to have a major effect on the 

reduction of the annual local primary producer standing stock. However, the dense 

communities of Jassa herdmani and Mytilus edulis on the jacket foundations 

significantly increase the carbon assimilation compared to the natural soft substrate 

macrofaunal communities. The less dense J. herdmani and M. edulis communities on 

the monopiles have minor effects on this increase, while on the gravity-based 

foundations there is even a decrease in the carbon assimilation compared to the 

permeable sediment macrofauna (Chapter 4). The increased abundance of 

invertebrates (due to high food availability and shelter from predators and currents, 

Bouma and Lengkeek, 2008) around OWF foundations attracts multiple fish species 

(Wilhelmsson et al., 2006a, 2006b; Reubens et al., 2011), indicating an effect of OWFs 

on higher trophic levels. Some of these fish species (cod, pouting and sculpin) benefit 

from the enhanced food availability and use the foundations as feeding grounds, 

while other fish species (horse mackerel and mackerel, respectively) use OWFs as 

feeding grounds only occasionally or not at all (Chapter 5). 

In conclusion, this PhD thesis shows that OWFs increase the food web complexity by 

attracting species of different trophic levels (an effect that is more pronounced at 

foundations with SPLs), have minor effects on primary producer standing stocks and 

are utilized as feeding grounds by fish, which could potentially increase fish 

production. As the construction of more OWFs might, however, lead to cumulative 
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effects that are hard to predict, further research is needed to completely understand 

the effects of these artificial structures on marine food webs. 

  



 



 

Appendix 

 

A.1 Supplementary material for Chapter 2 

This section includes the results from the multi-dimensional scaling (MDS) and the 

stable isotope signatures and feeding traits of all the organisms sampled along the 

depth gradient of an offshore wind turbine, the scour protection layer and the 

surrounding soft substrate. Finally, the results from the similarity profile analysis 

(SIMPROF), which separated these organisms into trophic clusters, are also presented 

here. 

  

 
 

Figure A1.1: Structural similarity of species assemblages in the different zones under study 

as visualised by the ANOSIM analysis. The different colours and symbols represent the 

different zones. 
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  Table A1.2: Allocation of individuals to significantly different cluster (SIMPROF, p<0.05). The names of 

the clusters are given by the letters A-M. 

 

Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

A Nudibranchia 1 Jassa C Gadus morhua 4 SPL 

A Ophiura spp. 1 Soft 

substrate 

C Gadus morhua 5 SPL 

B Ophiothrix 

fragilis 

1 Jassa C Microstomus kitt 1 SPL 

B Ophiothrix 

fragilis 

2 Jassa C Myoxocephalus 

scorpioides 

1 SPL 

B Asterias rubens 1 Metridium C Myoxocephalus 

scorpioides 

2 SPL 

B Asterias rubens 1 Mytilus C Raniceps raninus 1 SPL 

B Pisidia 

longicornis 

1 SPL C Taurulus bubalis 1 SPL 

C Necora puber 1 Jassa C Taurulus bubalis 2 SPL 

C Necora puber 2 Jassa C Trisopterus 

luscus 

1 SPL 

C Trachurus 

trachurus 

1 Jassa C Trisopterus 

luscus 

2 SPL 

C Necora puber 1 Metridium C Trisopterus 

luscus 

3 SPL 

C Cancer 

pagurus 

1 Soft 

substrate 

C Trisopterus 

luscus 

4 SPL 

C Homarus 

gammarus 

1 Soft 

substrate 

C Trisopterus 

luscus 

5 SPL 

C Homarus 

gammarus 

2 Soft 

substrate 

D Myoxocephalus 

scorpioides 

3 SPL 

C Homarus 

gammarus 

3 Soft 

substrate 

D Myoxocephalus 

scorpioides 

4 SPL 

C Necora puber 1 Soft 

substrate 

D Myoxocephalus 

scorpioides 

5 SPL 

C Necora puber 2 Soft 

substrate 

E Trachurus 

trachurus 

2 Jassa 

C Necora puber 3 Soft 

substrate 

E Microstomus kitt 2 SPL 

C Echiichthys 

vipera 

1 SPL F Emplectonema 

gracile 

1 Intertidal 

C Echiichthys 

vipera 

2 SPL F Emplectonema 

neesii 

1 Intertidal 

C Gadus morhua 1 SPL F Diadumene 

cincta 

1 Jassa 

C Gadus morhua 2 SPL F Diadumene 

cincta 

2 Jassa 

C Gadus morhua 3 SPL F Diadumene 

cincta 

3 Jassa 
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  Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

F Diadumene 

cincta 

4 Jassa F Diadumene 

cincta 

6 Mytilus 

F Diadumene 

cincta 

5 Jassa F Diadumene 

cincta 

7 Mytilus 

F Diadumene 

cincta 

6 Jassa F Eulalia viridis 1 Mytilus 

F Diadumene 

cincta 

7 Jassa F Eulalia viridis 2 Mytilus 

F Diadumene 

cincta 

8 Jassa F Eunereis 

longissima 

1 Mytilus 

F Diadumene 

cincta 

9 Jassa F Eunereis 

longissima 

2 Mytilus 

F Harmothoe 

extenuata 

1 Jassa F Eunereis 

longissima 

3 Mytilus 

F Metridium 

senile 

1 Jassa F Eunereis 

longissima 

4 Mytilus 

F Metridium 

senile 

2 Jassa F Harmothoe 

extenuata 

1 Mytilus 

F Metridium 

senile 

3 Jassa F Harmothoe 

extenuata 

2 Mytilus 

F Metridium 

senile 

4 Jassa F Harmothoe 

extenuata 

3 Mytilus 

F Metridium 

senile 

5 Jassa F Harmothoe 

extenuata 

4 Mytilus 

F Nudibranchia 2 Jassa F Harmothoe 

extenuata 

5 Mytilus 

F Nudibranchia 3 Jassa F Harmothoe 

extenuata 

6 Mytilus 

F Trachurus 

trachurus 

3 Jassa F Harmothoe 

extenuata 

7 Mytilus 

F Metridium 

senile 

1 Metridium F Metridium senile 1 Mytilus 

F Metridium 

senile 

2 Metridium F Metridium senile 2 Mytilus 

F Metridium 

senile 

3 Metridium F Metridium senile 3 Mytilus 

F Metridium 

senile 

4 Metridium F Metridium senile 4 Mytilus 

F Phyllodoce 

mucosa 

1 Metridium F Metridium senile 5 Mytilus 

F Diadumene 

cincta 

1 Mytilus F Phyllodoce 

mucosa 

1 Mytilus 

F Diadumene 

cincta 

2 Mytilus F Phyllodoce 

mucosa 

2 Mytilus 

F Diadumene 

cincta 

3 Mytilus F Pisidia 

longicornis 

1 Mytilus 

F Diadumene 

cincta 

4 Mytilus F Crangon 

crangon 

1 Soft 

substrate 

F Diadumene 

cincta 

5 Mytilus F Magellona spp. 1 Soft 

substrate 
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  Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

F Magellona 

spp. 

2 Soft 

substrate 

G Trachurus 

trachurus 

5 Jassa 

F Magellona 

spp. 

3 Soft 

substrate 

G Cancer pagurus 1 Metridium 

F Magellona 

spp. 

4 Soft 

substrate 

G Cancer pagurus 2 Metridium 

F Metridium 

senile 

1 Soft 

substrate 

G Cancer pagurus 3 Metridium 

F Metridium 

senile 

2 Soft 

substrate 

G Eulalia viridis 1 Metridium 

F Metridium 

senile 

3 Soft 

substrate 

G Metridium senile 5 Metridium 

F Metridium 

senile 

4 Soft 

substrate 

G Metridium senile 6 Metridium 

F Metridium 

senile 

5 Soft 

substrate 

G Metridium senile 7 Metridium 

F Metridium 

senile 

6 Soft 

substrate 

G Metridium senile 8 Metridium 

F Metridium 

senile 

7 Soft 

substrate 

G Metridium senile 9 Metridium 

F Phyllodoce 

mucosa 

1 Soft 

substrate 

G Metridium senile 10 Metridium 

F Phyllodoce 

mucosa 

2 Soft 

substrate 

G Necora puber 2 Metridium 

F Phyllodoce 

mucosa 

3 Soft 

substrate 

G Necora puber 3 Metridium 

F Metridium 

senile 

1 SPL G Necora puber 4 Metridium 

F Metridium 

senile 

2 SPL G Necora puber 5 Metridium 

F Metridium 

senile 

3 SPL G Harmothoe 

extenuata 

8 Mytilus 

F Metridium 

senile 

4 SPL G Metridium senile 6 Mytilus 

F Metridium 

senile 

5 SPL G Subadyte 

pellucida 

1 Mytilus 

F Phyllodoce 

mucosa 

1 SPL G Cancer pagurus 2 Soft 

substrate 

F Phyllodoce 

mucosa 

2 SPL G Cancer pagurus 3 Soft 

substrate 

G Metridium 

senile 

6 Jassa G Cancer pagurus 4 Soft 

substrate 

G Trachurus 

trachurus 

4 Jassa G Homarus 

gammarus 

4 Soft 

substrate 
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  Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

G Homarus 

gammarus 

5 Soft 

substrate 

H Jassa herdmani 2 Jassa 

G Metridium 

senile 

8 Soft 

substrate 

H Jassa herdmani 3 Jassa 

G Metridium 

senile 

9 Soft 

substrate 

H Jassa herdmani 4 Jassa 

G Necora puber 4 Soft 

substrate 

H Jassa herdmani 5 Jassa 

G Necora puber 5 Soft 

substrate 

H Jassa herdmani 6 Jassa 

G Metridium 

senile 

6 SPL H Jassa herdmani 7 Jassa 

G Metridium 

senile 

7 SPL H Jassa herdmani 8 Jassa 

G Metridium 

senile 

8 SPL H Asterias rubens 2 Metridium 

G Metridium 

senile 

9 SPL H Asterias rubens 3 Metridium 

H Jassa 

herdmani 

1 Intertidal H Asterias rubens 4 Metridium 

H Magallana 

gigas 

1 Intertidal H Asterias rubens 5 Metridium 

H Magallana 

gigas 

2 Intertidal H Asterias rubens 6 Metridium 

H Magallana 

gigas 

3 Intertidal H Mytilus edulis 1 Metridium 

H Mytilus edulis 1 Intertidal H Mytilus edulis 2 Metridium 

H Mytilus edulis 2 Intertidal H Ophiothrix 

fragilis 

1 Metridium 

H Mytilus edulis 3 Intertidal H Ophiothrix 

fragilis 

2 Metridium 

H Semibalanus 

balanoides 

1 Intertidal H Jassa herdmani 1 Mytilus 

H Semibalanus 

balanoides 

2 Intertidal H Jassa herdmani 2 Mytilus 

H Semibalanus 

balanoides 

3 Intertidal H Jassa herdmani 3 Mytilus 

H Semibalanus 

balanoides 

4 Intertidal H Jassa herdmani 4 Mytilus 

H Semibalanus 

balanoides 

5 Intertidal H Jassa herdmani 5 Mytilus 

H Jassa 

herdmani 

1 Jassa H Jassa herdmani 6 Mytilus 
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  Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

H Jassa 
herdmani 

7 Mytilus H Jassa herdmani 3 SPL 

H Jassa 

herdmani 

8 Mytilus H Macropodia spp. 1 SPL 

H Ophiothrix 
fragilis 

1 Mytilus H Macropodia spp. 2 SPL 

H Ophiothrix 
fragilis 

2 Mytilus I Telmatogeton 
japonicus 

1 Intertidal 

H Ophiothrix 
fragilis 

3 Mytilus I Telmatogeton 
japonicus 

2 Intertidal 

H Pisidia 
longicornis 

2 Mytilus I Tubularia 
indivisa 

1 Mytilus 

H Pisidia 
longicornis 

3 Mytilus J Mytilus edulis 4 Intertidal 

H Pisidia 
longicornis 

4 Mytilus J Mytilus edulis 5 Intertidal 

H Pisidia 
longicornis 

5 Mytilus J Mytilus edulis 6 Intertidal 

H Jassa 
herdmani 

1 Soft 
substrate 

J Mytilus edulis 7 Intertidal 

H Jassa 
herdmani 

2 Soft 
substrate 

J Mytilus edulis 8 Intertidal 

H Jassa 
herdmani 

3 Soft 
substrate 

J Mytilus edulis 9 Intertidal 

H Jassa 

herdmani 

4 Soft 

substrate 

J Mytilus edulis 10 Intertidal 

H Lanice 
conchilega 

1 Soft 
substrate 

J Mytilus edulis 11 Intertidal 

H Liocarcinus 

spp. 

1 Soft 

substrate 

J Mytilus edulis 12 Intertidal 

H Liocarcinus 
spp. 

2 Soft 
substrate 

J Mytilus edulis 13 Intertidal 

H Ophiura spp. 2 Soft 

substrate 

J Mytilus edulis 14 Intertidal 

H Ophiura spp. 3 Soft 
substrate 

J Mytilus edulis 15 Intertidal 

H Pagurus 
bernhardus 

1 Soft 
substrate 

J Ophiothrix 
fragilis 

3 Jassa 

H Pinnotheres 
pisum 

1 Soft 
substrate 

J Mytilus edulis 3 Metridium 

H Pisidia 
longicornis 

1 Soft 
substrate 

J Mytilus edulis 4 Metridium 

H Jassa 
herdmani 

1 SPL J Mytilus edulis 5 Metridium 

H Jassa 
herdmani 

2 SPL J Mytilus edulis 6 Metridium 
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  Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

J Jassa 

herdmani 

9 Mytilus K Tubularia 
indivisa 

2 Mytilus 

J Mytilus edulis 1 Mytilus K Tubularia 
indivisa 

3 Mytilus 

J Mytilus edulis 2 Mytilus K Tubularia 

indivisa 

4 Mytilus 

J Mytilus edulis 3 Mytilus K Tubularia 
indivisa 

5 Mytilus 

J Mytilus edulis 4 Mytilus L Idotea pelagica 1 Intertidal 

J Mytilus edulis 5 Mytilus L Magallana gigas 4 Intertidal 

J Mytilus edulis 6 Mytilus L Porcellana 
platycheles 

1 Intertidal 

J Mytilus edulis 7 Mytilus L Harmothoe 

extenuata 

2 Jassa 

J Mytilus edulis 8 Mytilus L Metridium senile 7 Jassa 

J Mytilus edulis 8 Mytilus L Ophiothrix 
fragilis 

3 Metridium 

J Mytilus edulis 9 Mytilus L Ophiothrix 
fragilis 

4 Metridium 

J Mytilus edulis 10 Mytilus L Crepidula 
fornicata 

1 Mytilus 

J Mytilus edulis 11 Mytilus L Crepidula 
fornicata 

2 Mytilus 

J Mytilus edulis 12 Mytilus L Lepidonotus 
squamatus 

1 Mytilus 

J Mytilus edulis 13 Mytilus L Lepidonotus 
squamatus 

2 Mytilus 

J Mytilus edulis 14 Mytilus L Ophiothrix 
fragilis 

5 Mytilus 

J Ophiothrix 

fragilis 

4 Mytilus L Pilumnus 

hirtellus 

1 Mytilus 

J Pisidia 

longicornis 

6 Mytilus L Pilumnus 
hirtellus 

2 Mytilus 

J Pisidia 

longicornis 

7 Mytilus L Pilumnus 
hirtellus 

3 Mytilus 

J Monocorophiu

m acherusicum 

1 Soft 

substrate 

L Pilumnus 

hirtellus 

4 Mytilus 

J Monocorophiu

m acherusicum 

2 Soft 

substrate 

L Liocarcinus spp. 3 Soft 
substrate 

J Monocorophiu

m acherusicum 

3 Soft 

substrate 

L Tritia incrassata 1 Soft 
substrate 

J Monocorophiu

m acherusicum 

4 Soft 

substrate 

L Tritia incrassata 2 Soft 

substrate 

J Pagurus 
bernhardus 

2 Soft 
substrate 

L Tritia incrassata 3 Soft 
substrate 

K Mytilus edulis 16 Intertidal L Tritia incrassata 4 Soft 
substrate 

K Mytilus edulis 17 Intertidal L Phtisica marina 1 Scour 
protection 

layer 
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  Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

M Hemigrapsus 

penicillatus 

1 Intertidal M Ophiothrix 

fragilis 

6 Mytilus 

M Hemigrapsus 

sanguineus 

1 Intertidal M Ophiothrix 

fragilis 

7 Mytilus 

M Idotea pelagica 2 Intertidal M Pisidia 

longicornis 

8 Mytilus 

M Idotea pelagica 3 Intertidal M Hemigrapsus 

penicillatus 

1 Soft 

substrate 

M Idotea pelagica 4 Intertidal M Ophiura spp. 4 Soft 

substrate 

M Magallana 

gigas 

5 Intertidal M Phyllodoce 

mucosa 

4 Soft 

substrate 

M Magallana 

gigas 

6 Intertidal M Phyllodoce 

mucosa 

5 Soft 

substrate 

M Mytilus edulis 18 Intertidal M Phyllodoce 

mucosa 

6 Soft 

substrate 

M Semibalanus 

balanoides 

6 Intertidal M Phyllodoce 

mucosa 

7 Soft 

substrate 

M Ophiothrix 

fragilis 

4 Jassa M Pisidia 

longicornis 

2 Soft 

substrate 

M Ophiothrix 

fragilis 

5 Jassa M Spiophanes 

bombyx 

1 Soft 

substrate 

M Ophiothrix 

fragilis 

6 Jassa M Spiophanes 

bombyx 

2 Soft 

substrate 

M Ophiothrix 

fragilis 

7 Jassa M Spiophanes 

bombyx 

3 Soft 

substrate 

M Ophiothrix 

fragilis 

8 Jassa M Spiophanes 

bombyx 

4 Soft 

substrate 

M Ophiothrix 

fragilis 

9 Jassa M Tritia incrassata 5 Soft 

substrate 

M Ophiothrix 

fragilis 

10 Jassa M Pilumnus 

hirtellus 

1 SPL 

M Spongidae 1 Jassa M Pisidia 

longicornis 

2 SPL 

M Spongidae 2 Jassa M Pisidia 

longicornis 

3 SPL 

M Asterias rubens 7 Metridium M Pisidia 

longicornis 

4 SPL 

M Asterias rubens 8 Metridium M Pisidia 

longicornis 

5 SPL 

M Asterias rubens 9 Metridium M Pisidia 

longicornis 

6 SPL 

M Asterias rubens 10 Metridium M Pisidia 

longicornis 

7 SPL 

M Ophiothrix 

fragilis 

5 Metridium M Pisidia 

longicornis 

8 SPL 

M Pisidia 

longicornis 

1 Metridium M Pisidia 

longicornis 

9 SPL 

M Leptoplana 

tremellaris 

1 Mytilus M Pisidia 

longicornis 

10 SPL 

M Leptoplana 

tremellaris 

2 Mytilus M Pisidia 

longicornis 

11 SPL 
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Cluster Species Sample 

No 

Zone Cluster Species Sample 

No 

Zone 

M Pisidia 

longicornis 

12 SPL N Ophiothrix 

fragilis 

6 Metridium 

M Pisidia 

longicornis 

13 SPL N Bodotria 

scorpioides 

1 Soft 

substrate 

N Magallana 

gigas 

7 Intertidal N Jassa herdmani 5 Soft 

substrate 

N Patella vulgata 1 Intertidal N Necora puber 6 Soft 

substrate 

N Patella vulgata 2 Intertidal N Pinnotheres 

pisum 

2 Soft 

substrate 

N Patella vulgata 3 Intertidal N Tritia incrassata 6 Soft 

substrate 

N Patella vulgata 4 Intertidal N Tritia incrassata 7 Soft 

substrate 
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A.2 Supplementary material for Chapter 3 

This section includes information about the number of replicates that were analysed 

for both the consumer species and their potential food resources, the results from 

the Bayesian stable isotope ellipse (SEAB) probabilities and from the stable isotope 

mixing models indicating the diet proportion of every consumer species in every 

combination of depth zones.  

Table A2.1: The taxon, sampling zone and number of replicates for each resource and 

consumers’ species included in the study. 

 

  Taxon Zone Number of replicates 

C
o

n
su

m
e
rs

 

Diadumene cincta 

Mytilus 6 

Jassa 10 

Jassa herdmani 

Intertidal 1 

Mytilus 9 

Jassa 8 

Scour protection layer 3 

Soft substrate 5 

Metridium senile 

Mytilus 6 

Jassa 7 

Metridium 10 

Scour protection layer 10 

Soft substrate 9 

Mytilus edulis 

Intertidal 18 

Mytilus 14 

Metridium 5 

Necora puber 

Jassa 2 

Metridium 5 

Soft substrate 6 

Ophiothrix fragilis 

Mytilus 7 

Jassa 10 

Metridium 6 

Pisidia longicornis 

Mytilus 8 

Metridium 1 

Scour protection layer 13 

Soft substrate 2 
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R
e
so

u
rc

e
s 

Algae 

Upper intertidal 10 

Lower intertidal 10 

Suspended particulate organic 

matter (SPOM) 

~1 m above the sea floor 3 

~3 m below the sea surface 3 

Sediment organic matter Soft substrate 6 

Copepods Water column 3 

Crab larvae Water column 1 

Other larvae Water column 1 
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A.3 Supplementary material for Chapter 5 

This section includes the isotopic mixing diagrams of the fish species examined in 

this thesis. These indicate the positions of the consumers within the convex polygon 

defined by the isotopic signatures of the prey items. 
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Figure A3.1: Isotopic mixing diagrams for the five fish species under study. Open circles 

represent the consumer fish species, while the solid coloured lines represent the potential 

prey items corrected with trophic enrichment factors (TEFs). 



 

References 

 

Abaunza, P., Gordo, L., Karlou-Riga, C., Murta, A., Eltink, A. . T. G. W., and Garcia Santamaria, M. 

T., Hammer, C., Lucio, P., Iversen, S. A., Molloy, J., Gallo, E. 2003. Growth and reproduction 

of horse mackerel, Trachurus trachurus (Carangidae). Reviews in Fish Biology and 

Fisheries, 13: 27–61. 

Abelson, A. 2006. Artificial reefs vs coral transplantation as restoration tools for mitigating 

coral reef deterioration: Benefits, concerns, and proposed guidelines. Bulletin of Marine 

Science, 78: 151–159. 

Aberle, N., and Witte, U. 2003. Deep-sea macrofauna exposed to a simulated sedimentation 

event in the abyssal NE Atlantic: in situ pulse-chase experiments using 13C-labelled 

phytodetritus. Marine Ecology Progress Series, 251: 37–47. 

Abrams, P. A. 2006. The prerequisites for and likelihood of generalist-specialist coexistence. 

The American Naturalist, 167: 329–342. 

Abrantes, K. G., Barnett, A., and Bouillon, S. 2014. Stable isotope-based community metrics as 

a tool to identify patterns in food web structure in east African estuaries. Functional 

Ecology, 28: 270–282. 

Allen, J. R. 1998. Suspension feeding in the brittle-star Ophiothrix fragilis: efficiency of particle 

retention and implications for the use of encounter-rate models. Marine Biology, 132: 

383–390. 

Allen, M. R., Dube, O. P., Solecki, W., Aragón-Durand, F., Cramer, W., Humphreys, S., Kainuma, 

M., et al. 2018. Framing and Context. In: Global warming of 1.5⁰C. An IPCC special report 

on the impacts of global warming of 1.5⁰C above pre-industrial levels and related global 

greenhouse gas emission pathways, in the context of strengthening the global response 

to the threat of climate change, sustainable development, and efforts to eradicate 

poverty [Masson-Delmotte, V., Zhai, P., Pörtner, H.-O., Roberts, D., Skea, J., Shukla, P. R., 

Pirani, A., Moufouma-Okia, W., Péan, C., Pidcock, R., Connors, S., Matthews, J. B. R.,  Chen, 

Y., Zhou, X., Gomis, M. I.,  Lonnoy, E., Maycock, T., Tignor, M., Waterfield, T. (Eds.)]. In 

Press. 

Allesina, S., Grilli, J., Barabas, G., Tang, S., Aljadeff, J., and Maritan, A. 2015. Predicting the 

stability of large structured food webs. Nature Communications, 6: 1–6. 

Allison, N., Millward, G. E., and Jones, M. B. 1998. Particle processing by Mytilus edulis: Effects 

on bioavailability of metals. Journal of Experimental Marine Biology and Ecology, 222: 

149–162. 

Almeida, L. P., and Coolen, J. W. P. 2020. Modelling thickness variations of macrofouling 

communities on offshore platforms in the Dutch North Sea. Journal of Sea Research: 

101836. 

Andersson, M. H., Berggren, M., Wilhelmsson, D., and Öhman, M. C. 2009. Epibenthic 

colonization of concrete and steel pilings in a cold-temperate embayment: A field 

experiment. Helgoland Marine Research, 63: 249–260. 

Andersson, M. H., and Öhman, M. C. 2010. Fish and sessile assemblages associated with wind-

turbine constructions in the Baltic Sea. Marine and Freshwater Research, 61: 642. 

Andrade, C., Ríos, C., Gerdes, D., and Brey, T. 2016. Trophic structure of shallow-water benthic 

communities in the sub-Antarctic Strait of Magellan. Polar Biology, 39: 2281–2297. 

Anthony, K. R. N., and Svane, I. 1994. Effects of flow-habitat on body size and reproductive 



224  References 

patterns in the sea anemone Metridium senile in the Gullmarsfjord, Sweden. Marine 

Ecology Progress Series, 113: 257–270. 

Anthony, K. R. N. 1997. Prey Capture by the sea anemone Metridium senile (L.): Effects of body 

size, flow regime, and upstream neighbors. The Biological Bulletin, 192: 73–86. 

Araújo, M. S., Bolnick, D. I., and Layman, C. A. 2011. The ecological causes of individual 

specialisation. Ecology Letters, 14: 948–958. 

Arceo, H. O., Cazalet, B., Aliño, P. M., Mangialajo, L., and Francour, P. 2013. Moving beyond a 

top-down fisheries management approach in the northwestern Mediterranean: Some 

lessons from the Philippines. Marine Policy, 39: 29–42. 

Ardizzone, G. D., Belluscio, A., Gravina, M. F., and Somaschini, A. 1996. Colonization and 

disappearance of Mytilus galloprovincialis Lam on an artificial habitat in the 

Mediterranean Sea. Estuarine Coastal and Shelf Science, 43: 665‐676. 

Armsby, M., and Tisch, N. 2006. Intraguild predation and cannibalism in a size-structured 

community of marine amphipods. Journal of Experimental Marine Biology and Ecology, 

333: 286–295. 

Aronson, R. B. 1989. Brittlestar beds: Low-predation anachronisms in the British Isles. Ecology, 

70: 856–865. 

Ashley, M. C., Mangi, S. C., and Rodwell, L. D. 2014. The potential of offshore windfarms to act 

as marine protected areas - A systematic review of current evidence. Marine Policy, 45: 

301–309. 

Ashton, I. W., Miller, A. E., Bowman, W. D., and Suding, K. N. 2010. Niche complementarity due 

to plasticity in resource use: Plant partitioning of chemical N forms. Ecology, 91: 3252–

3260. 

Asmus, H., Asmus, R. M., Prins, T. C., Dankers, N., Francés, G., Maaß, B., and Reise, K. 1992. 

Benthic-pelagic flux rates on mussel beds: tunnel and tidal flume methodology 

compared. Helgoländer Meeresuntersuchungen, 46: 341–361. 

Aspetsberger, F., Zabel, M., Ferdelman, T., Struck, U., Mackensen, A., Ahke, A., and Witte, U. 

2007. Instantaneous benthic response to different organic matter quality: In situ 

experiments in the Benguela Upwelling System. Marine Biology Research, 3: 342–356. 

Azam, F., Fenchel, T., Field, J. G., Gray, J. S., Meyer-Reil, L. A., and Thingstad, F. 1983. The 

ecological role of water-column microbes in the sea. Marine Ecology Progress Series 10, 

257-263. 

Azam, F., Smith, D. C., Steward, G. F., and Hagström, Å. 1994. Bacteria-organic matter coupling 

and its significance for oceanic carbon cycling. Microbial Ecology, 28: 167–179. 

Bachiller, E., Utne, K. R., Jansen, T., and Huse, G. 2018. Bioenergetics modeling of the annual 

consumption of zooplankton by pelagic fish feeding in the Northeast Atlantic. PLoS 

ONE, 13: e0190345. 

Baeye, M., and Fettweis, M. 2015. In situ observations of suspended particulate matter plumes 

at an offshore wind farm, southern North Sea. Geo-Marine Letters, 35: 247–255. 

Bailey, H., Brookes, K. L., and Thompson, P. M. 2014. Assessing environmental impacts of 

offshore wind farms: Lessons learned and recommendations for the future. Aquatic 

Biosystems, 10: 1–13. 

Bǎnaru, D., Carlotti, F., Barani, A., Grégori, G., Neffati, N., and Harmelin-Vivien, M. 2014. 

Seasonal variation of stable isotope ratios of size-fractionated zooplankton in the Bay 

of Marseille (NW Mediterranean Sea). Journal of Plankton Research, 36: 145–156. 

Barbier, E. 2002. Geothermal energy technology and current status: an overview. Renewable 

and Sustainable Energy Reviews, 6: 3–65. 



References  225 

Barnett, L. A. K., and Baskett, M. L. 2015. Marine reserves can enhance ecological resilience. 

Ecology Letters, 18: 1301–1310. 

Barrett, C. J., Johnson, M. L., and Hull, S. L. 2018. Population dynamics of two sympatric 

intertidal fish species (the shanny, Lipophrys pholis and long-spined scorpion fish, 

Taurulus bubalis) of Great Britain. Journal of the Marine Biological Association of the 

United Kingdom, 98: 589–595. 

Bayhan, B., and Sever, T. M. 2009. Food and feeding habits of the Atlantic horse mackerel, 

Trachurus trachurus, from the Aegean sea (Osteichthyes: Carangidae). Zoology in the 

Middle East, 46: 47–54. 

Bearhop, S., Adams, C. E., Waldron, S., Fuller, R. A., and Macleod, H. 2004. Determining trophic 

niche width: a novel approach using stable isotope analysis. Journal of Applied Ecology, 

73: 1007–1012. 

Beaugrand, G., Edwards, M., Brander, K., Luczak, C., and Ibanez, F. 2008. Causes and projections 

of abrupt climate-driven ecosystem shifts in the North Atlantic. Ecology Letters, 11: 

1157–1168. 

Beermann, J., and Franke, H. D. 2012. Differences in resource utilization and behaviour between 

coexisting Jassa species (Crustacea, Amphipoda). Marine Biology, 159: 951–957. 

Beermann, J., and Boos, K. 2015. Flexible microhabitat partitioning between hemi-sessile 

congeners. Marine Ecology Progress Series, 520: 143–151. 

Bell, J. B., Reid, W. D. K., Pearce, D. A., Glover, A. G., Sweeting, C. J., Newton, J., and Woulds, C. 

2016. Hydrothermal activity lowers trophic diversity in Antartic sedimented 

hydrothermal vebts. Biogeosciences, 14: 5705–5725. 

Bergström, L., Sundqvist, F., and Bergström, U. 2013. Effects of an offshore wind farm on 

temporal and spatial patterns in the demersal fish community. Marine Ecology Progress 

Series, 485: 199–210. 

Bergström, L., Kautsky, L., Malm, T., Rosenberg, R., Wahlberg, M., Åstrand Capetillo, N., and 

Wilhelmsson, D. 2014. Effects of offshore wind farms on marine wildlife - A generalized 

impact assessment. Environmental Research Letters, 9: 1–12. 

Bilgili, M., Yasar, A., and Simsek, E. 2011. Offshore wind power development in Europe and its 

comparison with onshore counterpart. Renewable and Sustainable Energy Reviews, 15: 

905–915. 

Birchenough, S. N. R., Reiss, H., Degraer, S., Mieszkowska, N., Borja, Á., Buhl-Mortensen, L., 

Braeckman, U., et al. 2015. Climate change and marine benthos: A review of existing 

research and future directions in the North Atlantic. Wiley Interdisciplinary Reviews: 

Climate Change, 6: 203–223. 

Blaabjerg, F., and Ionel, D. M. 2015. Renewable energy devices and systems-state-of-the-art 

technology, research and development, challenges and future trends. Electric Power 

Components and Systems, 43: 1319–1328. 

Boaventura, D., Cancela, L., and Teles-ferreira, C. 1999. Trophic structure of macrobenthic 

communities on the Portuguese coast. A review of lagoonal, estuarine and rocky littoral 

habitats. Acta Oecologica, 20: 407–415. 

Bode, A., Alvarez-Ossorio, M. T., and Varela, M. 2006. Phytoplankton and macrophyte 

contributions to littoral food webs in the Galician upwelling estimated from stable 

isotopes. Marine Ecology Progress Series, 318: 89–102. 

Boecklen, W. J., Yarnes, C. T., Cook, B. A., and James, A. C. 2011. On the use of stable isotopes 

in trophic ecology. Annual Review of Ecology, Evolution, and Systematics, 42: 411–440. 

Bohnsack, J. A., and Sutherland, D. L. 1985. Artificial reef research: A review with 



226  References 

recommendations for future priorities. Bulletin of Marine Science, 37: 11–39. 

Bohnsack, J. A. 1989. Are high densities of fishes at artificial reefs the result of habitat limitation 

or behavioral preference? Bulletin of Marine Science, 44: 631–645. 

Bolam, S. G., Rees, H. L., Somerfield, P., Smith, R., Clarke, K. R., Warwick, R. M., Atkins, M., et al. 

2006. Ecological consequences of dredged material disposal in the marine environment: 

A holistic assessment of activities around the England and Wales coastline. Marine 

Pollution Bulletin, 52: 415–426. 

Bolnick, D. I., Svanbäck, R., Fordyce, J. A., Yang, L. H., Davis, J. M., Hulsey, C. D., and Forister, M. 

L. 2003. The ecology of individuals: Incidence and implications of individual 

specialization. The American Naturalist, 161: 1–28. 

Bolnick, D. I., Priyanga, A., Araújo, M. S., Bürger, R., Levine, J. M., Novak, M., Rudolf, V. H., et al. 

2011. Why intraspecific trait variation matters in community ecology. Trends in Ecology 

and Evolution, 26: 183–192. 

Bordeyne, F., Davoult, D., Migné, A., Bertaud du Chazaud, E., Leroux, C., and Riera, P. 2017. 

Trophic structure of two intertidal Fucus spp. communities along a vertical gradient: 

Similarity and seasonal stability evidenced with δ13C and δ15N. Journal of Sea Research, 

120: 50–59. 

Borrvall, C., Ebenman, B., and Jonsson, T. 2000. Biodiversity lessens the risk of cascading 

extinction in model food webs. Ecology Letters, 3: 131–136. 

Boschker, H. T. S., and Middelburg, J. J. 2002. Stable isotopes and biomarkers in microbial 

ecology. FEMS Microbiology Ecology, 40: 85–95. 

Bouma, S., and Lengkeek, W. 2008. Benthic communities on hard substrates within the first 

Dutch offshore wind farm (OWEZ). Report by Bureau Waardenburg bv and 

Noordzeewind, 2008: 84. 

Bouma, S., and Lengkeek, W. 2012. Benthic Communities on Hard Substrates of the Offshore 

Wind Farm Egmond an Zee (OWEZ)- Including Results of Samples Collected in Scour 

Holes. Final report 2012. Noordzeewind, Ijmuiden, The Netherlands, 80. 

Brabant, R., and Degraer, S. 2010. A brief introduction to offshore wind farms in the Belgian 

part of the North Sea, in: Degraer, S., Brabant, R. (Eds.), Offshore wind farms in the 

Belgian part of the North Sea: State of the art after two years of environmental 

monitoring. Royal Belgian Institute of Natural Sciences, Management Unit of the North 

Sea Mathematical Models, Marine ecosystem management unit, Brussels, 13-16 pp. 

Brabant, R., Degraer, S., and Rumes, B. 2012. Offshore wind energy development in the Belgian 

part of the North Sea & anticipated impacts: an update, in: Degraer, S., Brabant, R., 

Rumes, B. (Eds.), Offshore wind farms in the Belgian part of the North Sea: Selected 

findings from the baseline and targeted monitoring. Royal Belgian Institute of Natural 

Sciences, Management Unit of the North Sea Mathematical Models. Marine ecosystem 

management unit, Brussels, 9-16 pp. 

Brabant, R., Degraer, S., and Rumes, B. 2013. Monitoring offshore wind farms in the Belgian 

part of the North Sea: Setting the scene, in: Degraer, S., Brabant, R., Rumes, B. (Eds.), 

Environmental impacts of offshore wind farms in the Belgian part of the North Sea: 

Learning from the past to optimise future monitoring programmes. Royal Belgian 

Institute of Natural Sciences, Operational Directorate Natural Environment, Marine 

Ecology and Management Section, Brussels, 239. 

Brabant, R., and Jacques, T. G. 2010. Offshore wind energy development in the Belgian part of 

the North Sea and anticipated impacts, in: Degraer, S., Brabant, R. (Eds.), Offshore wind 

farms in the Belgian part of the North Sea: State of the art after two years of 



References  227 

environmental monitoring. Royal Belgian Institute of Natural Sciences, Management 

Unit of the North Sea Mathematical Models, Marine ecosystem management unit, 

Brussels, 9-18 pp. 

Braber, L., and Borghouts, C. H. 1977. Distribution and ecology of Anthozoa in the estuarine 

region of the rivers Rhine, Meuse and Scheldt. Hydrobiologia, 52: 15–21. 

Braeckman, U., Provoost, P., Gribsholt, B., Van Gansbeke, D., Middelburg, J. J., Soetaert, K., 

Vincx, M., et al. 2010. Role of macrofauna functional traits and density in biogeochemical 

fluxes and bioturbation. Marine Ecology Progress Series, 399: 173–186. 

Braeckman, U., Foshtomi, M. Y., Van Gansbeke, D., Meysman, F., Soetaert, K., Vincx, M., and 

Vanaverbeke, J. 2014. Variable importance of macrofaunal functional biodiversity for 

biogeochemical cycling in temperate coastal sediments. Ecosystems, 17: 720–737. 

Braeckman, U., Provoost, P., Sabbe, K., Soetaert, K., Middelburg, J. J., Vincx, M., and 

Vanaverbeke, J. 2015. Temporal dynamics in a shallow coastal benthic food web: Insights 

from fatty acid biomarkers and their stable isotopes. Marine Environmental Research, 

108: 55–68. Elsevier Ltd. 

Braeckman, U., Janssen, F., Lavik, G., Elvert, M., Marchant, H., Buckner, C., Bienhold, C., et al. 

2018. Carbon and nitrogen turnover in the Arctic deep sea: In situ benthic community 

response to diatom and coccolithophorid phytodetritus. Biogeosciences, 15: 6537–6557. 

Braeckman, U., Pasotti, F., Vázquez, S., Zacher, K., Hoffmann, R., Elvert, M., Marchant, H., et al. 

2019. Degradation of macroalgal detritus in shallow coastal Antarctic sediments. 

Limnology and Oceanography, 64: 1423–1441. 

Brickhill, M. J., Lee, S. Y., and Connolly, R. M. 2005. Fishes associated with artificial reefs: 

attributing changes to attraction or production using novel approaches. Journal of Fish 

Biology, 67: 53–71. 

Brind’Amour, A., and Dubois, S. F. 2013. Isotopic diversity indices: How sensitive to food web 

structure? PLoS ONE, 8. 

Brown, C. J. 2005. Epifaunal colonization of the Loch Linnhe artificial reef: Influence of 

substratum on epifaunal assemblage structure. Biofouling, 21: 73–85. 

Bruestle, E. L., Karboski, C., Hussey, A., Fisk, A. T., Mehler, K., Pennuto, C., and Gorsky, D. 2018. 

Novel trophic interaction between lake sturgeon (Acipenser fulvescens) and non-native 

species in an altered food web. Canadian Journal of Fisheries and Aquatic Sciences, 76: 

6–14. 

Bucklin, A. 1987. Adaptive advantages of patterns of growth and asexual reproduction of the 

sea anemone Metridium senile (L.) in intertidal and submerged populations. Journal of 

Experimental Marine Biology and Ecology, 110: 225–243. 

Bühring, S. I., Lampadariou, N., Moodley, L., Tselepides, A., and Witte, U. 2006a. Benthic 

microbial and whole-community responses to different amounts of 13C-enriched algae : 

In situ experiments in the deep Cretan Sea (Eastern Mediterranean). Limnology and 

Oceanography, 51: 157–165. 

Bühring, S. I., Ehrenhauss, S., Kamp, A., Moodley, L., and Witte, U. 2006b. Enhanced benthic 

activity in sandy sublittoral sediments: Evidence from 13C tracer experiments. Marine 

Biology Research, 2: 120–129. 

Bunn, S. E., Loneragan, N. R., and Kempster, M. A. 1995. Effects of acid washing on stable 

isotope ratios of C and N in penaeid shrimp and seagrass: Implications for food-web 

studies using multiple stable isotopes. Limnology and Oceanography, 40: 622–625. 

Buss, L. W. 1979. Habitat selection, directional growth and spatial refuges: why colonial animals 

have more hiding places, in: Larwood G., Rosen B. R. (Eds), Biology and systematics of 



228  References 

colonial organisms. Academic Press, New York, 459-497 pp. 

Buss, L. W., and Jackson, J. B. C. 1981. Planktonic food availability and suspension-feeder 

abundance: Evidence of in situ depletion. Journal of Experimental Marine Biology and 

Ecology, 49: 151–161. 

Caley, M. J., and Munday, P. L. 2003. Growth trades off with habitat specialization. Proceedings 

of the Royal Society B: Biological Sciences, 270: S175–S177. 

Carvalho, S., Moura, A., Cúrdia, J., da Fonseca, C. L., and Santos, M. N. 2013. How 

complementary are epibenthic assemblages in artificial and nearby natural rocky reefs? 

Marine Environmental Research, 92: 170–177. 

Casper, B. B., and Jackson, R. B. 1997. Plant competition underground. Annual Review of 

Ecology and Systematics, 28: 545–570. 

Catry, T., Lourenço, P. M., Lopes, R. J., Carneiro, C., Alves, J. A., Costa, J., Rguibi-Idrissi, H., et al. 

2016. Structure and functioning of intertidal food webs along an avian flyway: A 

comparative approach using stable isotopes. Functional Ecology, 30: 468–478. 

Causon, P. D., and Gill, A. B. 2018. Linking ecosystem services with epibenthic biodiversity 

change following installation of offshore wind farms. Environmental Science and Policy, 

89: 340–347.  

Caut, S., Angulo, E., and Courchamp, F. 2009. Variation in discrimination factors (Δ15N and 

Δ13C): The effect of diet isotopic values and applications for diet reconstruction. Journal 

of Applied Ecology, 46: 443–453. 

Cebrian, J. 2002. Variability and control of carbon consumption, export, and accumulation in 

marine communities. Limnology and Oceanography, 47: 11–22. 

Chapman, M. G. 2006. Intertidal seawalls as habitats for molluscs. Journal of Molluscan Studies, 

72: 247–257. 

Chisholm, S. W. 2000. Stirring times in the Southern Ocean. Nature, 407: 685–687. 

Choy, S. 1986. Natural diet and feeding habits of the crabs Liocarcinus puber and L. holsatus 

(Decapoda, Brachyura, Portunidae). Marine Ecology Progress Series, 31: 87–99. 

Christianen, M. J. A., Heide, T. Van Der, Holthuijsen, S. J., van der Reijden, K. J., Borst, A. C. W., 

and Olff, H. 2017. Biodiversity and food web indicators of community recovery in 

intertidal shellfish reefs. Biological Conservation, 213: 317–324. 

Clancy, N. 1997. Environmental and population-specific contributions to growth rate variation 

in the marine amphipod Jassa marmorata Holmes. Journal of Experimental Marine 

Biology and Ecology, 209: 185–200. 

Clarke, K. R., and Gorley, R. N. 2006. PRIMER v6: User Manual/Tutorial. PRIMER-E, Plymouth 

UK: 192 p. 

Clark, P. F. 1986. North-east Atlantic crabs; an atlas of distribution. Marine Conservation 

Society. 

Clarke, L. R., Vidergar, D. T., and Bennett, D. H. 2005. Stable isotopes and gut content show 

diet overlap among native and introduced piscivores in a large oligotrophic lake. 

Ecology of Freshwater Fish, 14: 267–277. 

Claudet, J., and Pelletier, D. 2004. Marine protected areas and artificial reefs: A review of the 

interactions between management and scientific studies. Aquatic Living Resources, 17: 

129–138. 

Clavel, J., Julliard, R., and Devictor, V. 2011. Worldwide decline of specialist species: Toward a 

global functional homogenization? Frontiers in Ecology and the Environment, 9: 222–

228. 

Cloern, J. 1982. Does the benthos control phytoplankton biomass in South San Francisco Bay? 



References  229 

Marine Ecology Progress Series, 9: 191–202. 

Clover, C. 2004. The end of the line: How overfishing is changing the world and what we eat. 

London, Edury Press. 

Coates, D. A., Deschutter, Y., Vincx, M., and Vanaverbeke, J. 2014. Enrichment and shifts in 

macrobenthic assemblages in an offshore wind farm area in the Belgian part of the 

North Sea. Marine Environmental Research, 95: 1–12.  

Cohen, D. M., Inada, T., Iwamoto, T., and Scialabba, N. 1990. Gadiform fishes of the world. 

Rome: FAO Species Catalogue 10. 

Colléter, M., Gascuel, D., Albouy, C., Francour, P., Tito de Morais, L., Valls, A., and Le Loc’h, F. 

2014. Fishing inside or outside? A case studies analysis of potential spillover effect from 

marine protected areas, using food web models. Journal of Marine Systems, 139: 383–

395. 

Conlan, K. E. 1994. Amphipod crustaceans and environmental disturbance: a review. Journal of 

Natural History, 28: 519–554. 

Conradi, M., López-González, P. J., and García-Gomez, C. 1997. The amphipod community as 

a bioindicator in Algeciras Bay (Southern Iberian Peninsula) based on a spatio-temporal 

distribution. Marine Ecology, 18: 97–111. 

Consoli, P., Romeo, T., Ferraro, M., Sarà, G., and Andaloro, F. 2013. Factors affecting fish 

assemblages associated with gas platforms in the Mediterranean Sea. Journal of Sea 

Research, 77: 45–52.  

Cook, J., Oreskes, N., Doran, P. T., Anderegg, W. R. L., Verheggen, B., Maibach, E. W., Carlton, J. 

S., et al. 2016. Consensus on consensus: a synthesis of consensus estimates on human-

caused global warming. Environmental Research Letters, 11: 048002. 

Coolen, J. 2017. North Sea Reefs. Benthic biodiversity of artificial and rocky reefs in the 

southern North Sea. PhD dissertation, Wageningen University, 199 pp. 

Côté, J., Himmelman, J. H., and Claereboudt, M. R. 1994. Separating effects of limited food and 

space on growth of the giant scallop Placopecten magellanicus in suspended culture. 

Marine Ecology Progress Series, 106: 85–92. 

Couperus, B., Winter, E., van Keeken, O., van Kooten, T., Tribuhl S., and Burggraaf, D. 2010. Use 

of high resolution sonar for near turbine fish observations (did- son). – IMARES, 

IJmuiden. 

Creque, S. M., and Czesny, S. J. 2012. Diet overlap of non-native alewife with native yellow 

perch and spottail shiner in nearshore waters of southwestern Lake Michigan, 2000-

2007. Ecology of Freshwater Fish, 21: 207–221. 

Cresson, P., Ruitton, S., and Harmelin-Vivien, M. 2014. Artificial reefs do increase secondary 

biomass production: Mechanisms evidenced by stable isotopes. Marine Ecology 

Progress Series, 509: 15–26. 

Cresson, P., Ruitton, S., and Harmelin-Vivien, M. 2016. Feeding strategies of co-occurring 

suspension feeders in an oligotrophic environment. Food Webs, 6: 19–28. 

Cresson, P., Le Direach, L., Rouanet, E., Goberville, E., Astruch, P., Ourgaud, M., and Harmelin-

Vivien, M. 2019. Functional traits unravel temporal changes in fish biomass production 

on artificial reefs. Marine Environmental Research, 145: 137–146.  

Cui, X., Grebmeier, J. M., and Cooper, L. W. 2012. Feeding ecology of dominant groundfish in 

the northern Bering Sea. Polar Biology, 35: 1407–1419. 

Dagorn, L., and Fréon, P. 1999. Tropical tuna associated with floating objects: A simulation 

study of the meeting point hypothesis. Canadian Journal of Fisheries and Aquatic 

Sciences, 56: 984–993. 



230  References 

Dale, T., and Kaartvedt, S. 2000. Diel patterns in stage-specific vertical migration of Calanus 

finmarchicus in habitats with midnight sun. ICES Journal of Marine Science, 57: 1800–

1818. 

Dalsgaard, J., St. John, M., Kattner, G., Müller-Navarra, D., and Hagen, W. 2003. Fatty acid 

trophic markers in pelagic marine environment. Advances in Marine Biology, 4: 225–340. 

Daly, R., Froneman, P. W., and Smale, M. J. 2013. Comparative feeding ecology of bull sharks 

(Carcharhinus leucas) in the coastal waters of the Southwest Indian Ocean inferred from 

stable isotope analysis. PLoS ONE, 8: 1–11. 

Dannheim, J., Bergstrӧm, L., Birchenough, S. N. R., Brzana, R., Boon, A. R., Coolen, J. W. P., 

Dauvin, J., et al. 2020. Benthic effects of offshore renewables: identification of knowledge 

gaps and urgently needed research. ICES Journal of Marine Science, 77: 1092–1108. 

Darr, A., Gogina, M., and Zettler, M. L. 2014. Detecting hot-spots of bivalve biomass in the 

south-western Baltic Sea. Journal of Marine Systems, 134: 69–80.  

Davenport, S. R., and Bax, N. J. 2002. A trophic study of a marine ecosystem off southeastern 

Australia using stable isotopes of carbon and nitrogen. Canadian Journal of Fisheries 

and Aquatic Sciences, 59: 514–530. 

David, V., Sautour, B., Galois, R., and Chardy, P. 2006. The paradox high zooplankton biomass 

– low vegetal particulate organic matter in high turbidity zones: What way for energy 

transfer ? Journal of Experimental Marine Biology and Ecology, 333: 202–218. 

Davis, A. M., Blanchette, M. L., Pusey, B. J., Jardine, T. D., and Pearson, R. G. 2012. Gut content 

and stable isotope analyses provide complementary understanding of ontogenetic 

dietary shifts and trophic relationships among fishes in a tropical river. Freshwater 

Biology, 57: 2156–2172. 

De Crespin De Billy, V., Doledec, S., and Chessel, D. 2000. Biplot presentation of diet 

composition data: An alternative for fish stomach contents analysis. Journal of Fish 

Biology, 56: 961–973. 

De Mesel, I., Kerckhof, F., Norro, A., Rumes, B., and Degraer, S. 2015. Succession and seasonal 

dynamics of the epifauna community on offshore wind farm foundations and their role 

as stepping stones for non-indigenous species. Hydrobiologia, 756: 37–50. 

De Mesel, I., Kerckhof, F., Rumes, B., Norro, A., Houziaux, J. H., and Degraer, S. 2013. Fouling 

community on the foundations of wind turbines and the surrounding scour protection, 

in: Degraer, S., Brabant, R., Rumes, B. (Eds.), Environmental impacts of offshore wind 

farms in the Belgian part of the North Sea: Learning from the past to optimise future 

monitoring programmes. Royal Belgian Institute of Natural Sciences, Operational 

Directorate Natural Environment, Marine Ecology and Management Section, Brussels, 

122-138 pp. 

De Smet, B., Fournier, J., De Troch, M., Vincx, M., and Vanaverbeke, J. 2015. Integrating 

ecosystem engineering and food web ecology: Testing the effect of biogenic reefs on 

the food web of a soft-bottom intertidal area. PLoS ONE, 10: 1–22.  

De Smet, B., Van Oevelen, D., Vincx, M., Vanaverbeke, J., and Soetaert, K. 2016. Lanice 

conchilega structures carbon flows in soft-bottom intertidal areas. Marine Ecology 

Progress Series, 552: 47–60. 

De Troch, M., Reubens, J. T., Heirman, E., Degraer, S., and Vincx, M. 2013. Energy profiling of 

demersal fish: A case-study in wind farm artificial reefs. Marine Environmental Research, 

92: 224–233. 

De Vos, L., De Rouck, J., Troch, P., and Frigaard, P. 2011. Empirical design of scour protections 

around monopile foundations. Part 1: Static approach. Coastal Engineering, 58: 540–553.  



References  231 

Decottignies, P., Beninger, P. G., Rincé, Y., Robins, R. J., and Riera, P. 2007. Exploitation of natural 

food sources by two sympatric, invasive suspension-feeders: Crassostrea gigas and 

Crepidula fornicata. Marine Ecology Progress Series, 334: 179–192. 

Degraer, S., Baeye, M., Botteldooren, D., Brabant, R., Coates, D., Courtens, W., Debusschere, E., 

et al. 2013. Executive summary, in: Degraer, S., Brabant. R., Rumes, B. (Eds.), 

Environmental impacts of offshore wind farms in the Belgian part of the North Sea: 

Learning from the past to optimise future monitoring programmes. Royal Belgian 

Institute of Natural Sciences, Operational Directorate Natural Environment, Marine 

Ecology and Management Section, 9-14 pp. 

Degraer, S., Brabant, R., Coates, D., Courtens, W., Derweduwen, J., Di Marcantonio, M., Fettweis, 

et al. 2010. Chapter 1. Executive summary, in: Degraer, S., Brabant, R., Rumes, B. (Eds.), 

Offshore wind farms in the Belgian part of the North Sea: Early environmental impact 

assessment and spatiotemporal variability. Royal Belgian Institute of Natural Sciences, 

Management Unit of the North Sea Mathematical Models, Brussels, 1-8 pp.  

Degraer, S., Brabant, R., Rumes, B., and Vigin, L. 2019. Environmental impacts of offshore wind 

farms in the Belgian part of the North Sea: Marking a decade of monitoring, research 

and innovation. Royal Belgian Institute of Natural Sciences, OD Natural Environment, 

Marine Ecology and Management, Brussels, 134 pp. 

Demirbas, A. 2005. Potential applications of renewable energy sources, biomass combustion 

problems in boiler power systems and combustion related environmental issues. 

Progress in Energy and Combustion Science, 31: 171–192. 

Demopoulos, A. W. J., McClain-Counts, J., Ross, S. W., Brooke, S., and Mienis, F. 2017. Food-

web dynamics and isotopic niches in deep-sea communities residing in a submarine 

canyon and on the adjacent open slopes. Marine Ecology Progress Series, 578: 19–33. 

DeNiro, M. J., and Epstein, S. 1981. Influence of diet on the distribution of nitrogen isotopes in 

animals. Geochimica et Cosmochimica Acta, 45: 341–351. 

Devlin, M. J., Barry, J., Mills, D. K., Gowen, R. J., Foden, J., Sivyer, D., and Tett, P. 2008. 

Relationships between suspended particulate material, light attenuation and Secchi 

depth in UK marine waters. Estuarine, Coastal and Shelf Science, 79: 429–439. 

Dincer, I. 2000. Renewable energy and sustainable development: a crucial review. Renewable 

and Sustainable Energy Reviews, 4: 157–175. 

Dixon, I. M. T., and Moore, P. G. 1997. A comparative study on the tubes and feeding behaviour 

of eight species of corophioid Amphipoda and their bearing on phylogenetic 

relationships within the Corophioidea. Philosophical Transactions of the Royal Society B: 

Biological Sciences, 352: 93–112. 

Doerffer, R., and Fischer, J. 1994. Concentrations of chlorophyll, suspended matter, and 

gelbstoff in case II waters derived from satellite coastal zone color scanner data with 

inverse modeling methods. Journal of Geophysical Research, 99: 7457–7466. 

Dubois, S., Orvain, F., Marin-Léal, J. C., Ropert, M., and Lefebvre, S. 2007. Small-scale spatial 

variability of food partitioning between cultivated oysters and associated suspension-

feeding species, as revealed by stable isotopes. Marine Ecology Progress Series, 336: 

151–160. 

Dubois, S. F., and Colombo, F. 2014. How picky can you be? Temporal variations in trophic 

niches of co-occurring suspension-feeding species. Food Webs, 1: 1–9.  

Duggins, D. O., Simenstad, C. A., and Estes, J. A. 1989. Magnification of secondary production 

by kelp detritus in coastal marine ecosystems. Science, 245: 170–173. 

Dunne, J. A., Williams, R. J., and Martinez, N. D. 2002. Network structure and biodiversity loss 



232  References 

in food webs: Robustness increases with connectance. Ecology Letters, 5: 558–567. 

Ebenman, B., and Jonsson, T. 2005. Using community viability analysis to identify fragile 

systems and keystone species. Trends in Ecology and Evolution, 20: 568–575. 

Edwards, K. F., and Stachowicz, J. 2010. Multivariate trade-offs, succession, and phenological 

differentiation in a guild of colonial invertebrates. Ecology, 91: 3146–3152. 

Eleveld, M. A., Pasterkamp, R., van der Woerd, H. J., and Pietrzak, J. D. 2008. Remotely sensed 

seasonality in the spatial distribution of sea-surface suspended particulate matter in the 

southern North Sea. Estuarine, Coastal and Shelf Science, 80: 103–113. 

Ellabban, O., Abu-Rub, H., and Blaabjerg, F. 2014. Renewable energy resources: Current status, 

future prospects and their enabling technology. Renewable and Sustainable Energy 

Reviews, 39: 748–764.  

Elton, C.S. 1927. The animal community. Animal Ecology 1927, 239-256. 

Elton, C. S. 1958. The ecology of invasions by animals and plants. Methuen. London, UK. 

Estrada, J. A., Rice, A. N., Lutcavage, M. E., and Skomal, G. B. 2003. Predicting trophic position 

in sharks of the north-west Atlantic Ocean using stable isotope analysis. Journal of the 

Marine Biological Association of the United Kingdom, 83: 1347–1350. 

European Commission. 2001. Directive 2001/77/EC of the European Parliament and of the 

Council of 27 September 2001 on the promotion of electricity produced from renewable 

energy sources in the internal electricity market. Official Journal of the European Union, 

Brussels. 

European Commission. 2009. Directive 2009/28/EC of the European Parliament and of the 

Council of 23 April 2009 on the promotion of the use of energy from renewable sources 

and amending and subsequently repealing Directives 2001/77/EC and 2003/30/EC (Text 

with EEA relevance). Official Journal of the European Union, Brussels. 

Evrard, V., Soetaert, K., Heip, C. H. R., Huettel, M., Xenopoulos, M. A., and Middelburg, J. J. 2010. 

Carbon and nitrogen flows through the benthic food web of a photic subtidal sandy 

sediment. Marine Ecology Progress Series, 416: 1–16. 

Evrard, V., Huettel, M., Cook, P. L. M., Soetaert, K., Heip, C. H. R., and Middelburg, J. J. 2012. 

Importance of phytodetritus and microphyto benthos for heterotrophs in a shallow 

subtidal sandy sediment. Marine Ecology Progress Series, 455: 13–31. 

EWEA. 2011. Wind in our sails. Technical report. European Wind Energy Association. 

EWEA. 2012. Seanergy 2020 Delivering Offshore Electricity to the EU: Spatial Planning of 

Offshore Renewable Energies and Electricity Grid Infrastructures in an Integrated EU 

Maritime Policy European Wind Energy Association pp. 80 (available at: 

www.ewea.org/fileadmin/ewea documents/documents/publications/r eports/Seanergy 

2020.pdf). 

EWEA. 2013. The European offshore wind industry - Key Trends and Statistics 2012. European 

Wind Energy Association. 

Fautin, D. G., Bucklin, A., and Hand, C. 1989. Systematics of the sea anemones belonging to 

genus Metridium (Coelenterata: Actini- aria), with a description of M. giganteum new 

species. The Wasmann Journal of Biology 47, 77-85. 

Ferguson, N., White, C. R., and Marshall, D. J. 2013. Competition in benthic marine 

invertebrates: The unrecognized role of exploitative competition for oxygen. Ecology, 

94: 126–135. 

Fernandez-Gonzalez, V., Martinez-Garcia, E., and Sanchez-Jerez, P. 2016. Role of fish farm 

fouling in recolonisation of nearby soft-bottom habitats affected by coastal aquaculture. 

Journal of Experimental Marine Biology and Ecology, 474: 210–215.  



References  233 

Ferry, L. A., and Cailliet, G. M. 1996. Sample size and data analysis: are we characterizing and 

comparing diet properly? in: MacKinley, D., Shearer, K. (Eds.) Feeding ecology and 

nutrition in fish. Symposium Proceedings. 

Fettweis, M., Baeye, M., Francken, F., Lauwaert, B., Van den Eynde, D., Van Lancker, V., Martens, 

C., et al. 2011. Monitoring the effects of disposal of fine sediments from maintenance 

dredging on suspended particulate matter concentration in the Belgian nearshore area 

(southern North Sea). Marine Pollution Bulletin, 62: 258–269.  

Fisher, D. O., and Owens, I. P. F. 2004. The comparative method in conservation biology. Trends 

in Ecology and Evolution, 19: 391–398. 

Fisher, S. J., Brown, M. L., and Willis, D. W. 2001. Temporal food web variability in an upper 

Missouri River backwater: energy origination points and transfer mechanisms. Ecology 

of Freshwater Fish, 10: 154–167. 

Floeter, J., van Beusekom, J. E. E., Auch, D., Callies, U., Carpenter, J., Dudeck, T., Eberle, S., et al. 

2017. Pelagic effects of offshore wind farm foundations in the stratified North Sea. 

Progress in Oceanography, 156: 154–173.  

Foster, R. 2018. The effect of monopile-induced turbulence on local suspended sediment 

pattern around UK wind farms. Institute of Estuarine and Coastal Studies, The University 

of Hull, UK, 87.  

Fox, M. D., Elliott Smith, E. A., Smith, J. E., and Newsome, S. D. 2019. Trophic plasticity in a 

common reef-building coral: Insights from δ13C analysis of essential amino acids. 

Functional Ecology, 33: 2203–2214. 

Franco, M. A., Soetaert, K., Van Oevelen, D., Van Gansbeke, D., Costa, M. J., Vincx, M., and 

Vanaverbeke, J. 2008. Density, vertical distribution and trophic responses of metazoan 

meiobenthos to phytoplankton deposition in contrasting sediment types. Marine 

Ecology Progress Series, 358: 51–62. 

Franco, M. de A., Vanaverbeke, J., Van Oevelen, D., Soetaert, K., Costa, M. J., Vincx, M., and 

Moens, T. 2010. Respiration partitioning in contrasting subtidal sediments: Seasonality 

and response to a spring phytoplankton deposition. Marine Ecology, 31: 276–290. 

Frank, K. T., Petrie, B., Leggett, W. C., and Boyce, D. G. 2016. Large scale, synchronous variability 

of marine fish populations driven by commercial exploitation. Proceedings of the 

National Academy of Sciences, 113: 8248–8253. 

Franz, D. R., and Mohamed, Y. 1989. Short-distance dispersal in a fouling community 

amphipod crustacean, Jassa marmorata Holmes. Journal of Experimental Marine Biology 

and Ecology, 133: 1–13. 

Franz, D. R. 1989. Population density and demography of a fouling community amphipod. 

Journal of Experimental Marine Biology and Ecology, 125: 117–136. 

Fredette, T. J., and French, G. T. 2004. Understanding the physical and environmental 

consequences of dredged material disposal: History in New England and current 

perspectives. Marine Pollution Bulletin, 49: 93–102. 

Freeman, C. J., Janiak, D. S., Mossop, M., Osman, R., and Paul, V. J. 2018.  Spatial and temporal 

shifts in the diet of the barnacle Amphibalanus eburneus within a subtropical estuary . 

PeerJ, 6: e5485. 

Freire, J., and Gonzalez-Gurriaran, E. 1995. Feeding ecology of the velvet swimming crab 

Necora puber in mussel raft areas of the Ria de Arousa (Galicia, NW Spain). Marine 

Ecology Progress Series, 119: 139–154. 

Frieler, K., Meinshausen, M., Golly, A., Mengel, M., Lebek, K., Donner, S. D., and Hoegh-

Guldberg, O. 2012. Limiting global warming to 2°C is unlikely to save most coral reefs. 



234  References 

Nature Climate Change, 3: 165–170.  

Fry, B. (1988). Food web structure on Georges Bank from stable C, N, and S isotopic 

compositions. Limnology and Oceanography 33, 1182-1190. 

Fry, B. (2006). Stable Isotope Ecology. Vol 521. New York: Springer, pp. 324. 

Gergs, R., Grey, J., and Rothhaupt, K.-O. 2011. Temporal variation in zebra mussel (Dreissena 

polymorpha) density structure the benthic food web and community composition on 

hard substrates in Lake Constance, Germany. Biological Invasions, 13: 2727–2738. 

Gerino, M., Stora, G., Francois-carcaillet, F., Gilbert, F., Poggiale, J. C., Mermillod-blondin, F., 

Desrosiers, G., et al. 2003. Macro-invertebrate functional groups in freshwater and 

marine sediments: a common mechanistic classification. Vie Milieu, 53: 221–231. 

Gibson, R. N. 1994. Impact of habitat quality and quantity on the recruitment of juvenile 

flatfishes. Netherlands Journal of Sea Research, 32: 191–206. 

Gili, J. M., and Coma, R. 1998. Benthic suspension feeders: Their paramount role in littoral 

marine food webs. Trends in Ecology and Evolution, 13: 316–321. 

Gill, A. B. 2005. Offshore renewable energy: Ecological implications of generating electricity in 

the coastal zone. Journal of Applied Ecology, 42: 605–615. 

Gill, A. B., Bartlett, M., and Thomsen, F. 2012. Potential interactions between diadromous fishes 

of U.K. conservation importance and the electromagnetic fields and subsea noise from 

marine renewable energy developments. Journal of Fish Biology, 81: 664–695. 

Gill, A. B., Birchenough, S. N. R., Jones, A., Judd, A., Jude S., Payo Payo, A., and Wilson B. 2018. 

Implications for the marine environment of energy extraction in the sea. in: Yates K. L., 

Bradshaw C. J. A. (Eds.). Offshore Energy and Marine Planning, Routledge, 132-169 pp. 

Gillies, C. L., Stark, J. S., and Smith, S. D. A. 2012. Research article: Small-scale spatial variation 

of δ13C and δ15N isotopes in Antarctic carbon sources and consumers. Polar Biology, 35: 

813–827. 

Goberville, E., Beaugrand, G., and Edwards, M. 2014. Synchronous response of marine plankton 

ecosystems to climate in the Northeast Atlantic and the North Sea. Journal of Marine 

Systems, 129: 189–202.  

Goering, J., Alexander, V., and Haubenstock, N. 1990. Seasonal variability of stable carbon and 

nitrogen isotope ratios of organisms in a North Pacific Bay. Estuarine, Coastal and Shelf 

Science, 30: 239–260. 

Gontikaki, E., Mayor, D. J., Thornton, B., Black, K., and Witte, U. 2011a. Processing of 13C-labelled 

diatoms by a bathyal community at sub-zero temperatures. Marine Ecology Progress 

Series, 421: 39–50. 

Gontikaki, E., Mayor, D. J., Narayanaswamy, B. E., and Witte, U. 2011b. Feeding strategies of 

deep-sea sub-Arctic macrofauna of the Faroe-Shetland Channel: Combining natural 

stable isotopes and enrichment techniques. Deep-Sea Research Part I: Oceanographic 

Research Papers, 58: 160–172.  

Gontikaki, E., van Oevelen, D., Soetaert, K., and Witte, U. 2011c. Food web flows through a sub-

arctic deep-sea benthic community. Progress in Oceanography, 91: 245–259.  

Gordon, J. D. M., and Duncan, J. A. R. 1985. The ecology of the deep-sea benthic and 

benthopelagic fish on the slopes of the Rockall Trough, Northeastern Atlantic. Progress 

in Oceanography, 15: 37–69. 

Gownaris, N. J., Pikitch, E. K., Ojwang, W. O., Michener, R., and Kaufman, L. 2015. Predicting 

species’ vulnerability in a massively perturbed system: The fishes of Lake Turkana, Kenya. 

PLoS ONE, 10: 1–24. 

Groenewald, A. A. V. J. 1964. Observations on the food habits of Clarias gariepinus Burchell, 



References  235 

the South African freshwater barbel (Pisces : Clariidae) in Transvaal. Hydrobiologia, 23: 

287–291. 

Gross, R., Leach, M., and Bauen, A. 2003. Progress in renewable energy. Environment 

International, 29: 105–122. 

Guerin, A. J., Jensen, A. C., and Jones, D. 2007. Artificial reef properties of North Sea oil and gas 

production platforms. 1–6 pp. 

Guerin, A. J. 2009. Marine communities of North Sea offshore platforms, and the use of stable 

isotopes to explore artificial reef food webs. PhD dissertation, University of 

Southampton 226 pp. 

Gutt, A. 2006. Coexistence of macro-zoobenthic species on the Antarctic shelf: An attempt to 

link ecological theory and results. Deep-Sea Research II, 53: 1009–1028. 

Hamerlynck, O., and Hostens, K. 1993. Growth, feeding, production, and consumption in 0-

group bib (Trisopterus luscus L.) and whiting (Merlangius merlangus L.) in a shallow 

coastal area of the south-west Netherlands. ICES Journal of Marine Science, 50: 81–91. 

Hamilton, S. K., Tank, J. L., Raikow, D. F., Wollheim, W. M., Peterson, B. J., and Webster, J. R. 

2001. Nitrogen uptake and transformation in a midwestern U. S. stream: A stable isotope 

enrichment study. Biogeochemistry, 54: 297–340. 

Harris, L. G. (1976). Comparative ecological studies of the nudibranch Aeolidia papillosa and 

its anemone prey Metridium senile along the Atlantic and the Pacific coasts of the United 

States. Journal Molluscan Studies 42, pp. 301. 

Hartmann, D. L., Klein Tank, A. M. G., Rusticucci, M., Alexander, L. V., Bronnimaan, S., Charabi, 

Y., Dentener, F. J., et al. 2013. Observations : atmosphere and surface. in : Stocker, T. F., 

Qin, D., Plattner, G. – K., Tignor, M., Allen, S. K., Boschung, J., Nauels, A., Xia, Y., Bex, V., 

Midgley, P. M. (Eds.), Climate Change 2013 the Physical Science Basis: Working Group I 

Contribution to the Fifth Assessment Report of the Intergovernmental Panel on Climate 

Change. Cambridge University Press, Cambridge, 159-254 pp. 

Hawkins, A. J. S., and Bayne, B. L. 1985. Seasonal variation in the relative utilization of carbon 

and nitrogen by the mussel Mytilus edulis: budgets, conversion efficiencies and 

maintenance requirements. Marine Ecology Progress Series, 25: 181–188. 

Hazlett, B. A. 1988. Behavioural plasticity as an adaptation to a variable environment. In 

Behavioural adaptations to the intertidal life. Springer, Boston, MA., pp. 317-332. 

Hecht, T. 1990. On the life history of cape horse mackerel Trachurus trachurus capensis off the 

south-east coast of South Africa. South African Journal of Marine Science, 9: 317–326. 

Heirman, E. 2011. Importance of windmill artificial reefs as feeding grounds for demersal fishes 

in the Belgian part of the North Sea. Master thesis, Department of Biology, Faculty of 

Sciences, Ghent University, Ghent, Belgium. 33 pp. 

Hentschel, B. T. 1998. Intraspecific variation in δ13C indicates ontogenetic diet changes in 

deposit-feeding polychaetes. Ecology 79, 1357-1370. 

Hepbasli, A. 2008. A key review on exergetic analysis and assessment of renewable energy 

resources for a sustainable future. Renewable and Sustainable Energy Reviews, 12: 593–

661. 

Herbert, G. M. J., Iniyan, S., Sreevalsan, E., and Rajapandian, S. 2007. A review of wind energy 

technologies, 11: 1117–1145. 

Hernandez, M. 2008. Spatiotemporal dynamics in variable population interactions with 

density-dependent interaction coefficients. Ecological Modelling, 214: 3–16. 

Hertz, E., Trudel, M., Tucker, S., Beacham, T. D., and Mazumder, A. 2017. Overwinter shifts in 

the feeding ecology of juvenile Chinook salmon. ICES Journal of Marine Science, 74: 



236  References 

226–233. 

Hesslein, R. H., Hallard, K. A., and Ramlal, P. 1993. Replacement of sulfur, carbon, and nitrogen 

in tissue of growing broad whitefish (Coregonus nasus) in response to a change in diet 

traced by δ14S, δ13C, and δ15N. Canadian Journal of Fisheries and Aquatic Sciences, 50: 

2071–2076. 

Hewitt, J. E., Thrush, S. F., and Dayton, P. D. 2008. Habitat variation, species diversity and 

ecological functioning in a marine system. Journal of Experimental Marine Biology and 

Ecology, 366: 116–122.  

Hiscock, K., Tyler-walters, H., and Jones, H. 2002. High Level Environmental Screening Study 

for Offshore Wind Farm Developments – Marine Habitats and Species Project. 

Hobson, K. A., Piatt, J. F., and Pitocchelli, J. 1994. Using stable isotopes to determine seabird 

trophic relationships. Journal of Animal Ecology, 63: 786–798. 

Hobson, K. A., Ambrose, W. G. J., and Renaud, P. E. 1995. Sources of primary production, 

benthic-pelagic coupling, and trophic relationships within the Northeast Water Polynya: 

insights from δ13C and δ15N analysis. Marine Ecology Progress Series, 128: 1–10. 

Hobson, K. A., Fisk, A., Karnovsky, N., Holst, M., Gagnon, J., and Fortier, M. 2002. A stable 

isotope (δ13C, δ15N) model for the North Water food web: implications for evaluating 

trophodynamics and the flow of energy and contaminants. Deep Sea Research Part II: 

Topical Studies in Oceanography, 49: 5131–5150. 

Hoffmann, R. J. 1976. Genetics and asexual reproduction of the sea anemone Metridium senile. 

Biological bulletin, 151: 478–488. 

Hooper, T., Ashley, M., and Austen, M. 2015. Perceptions of fishers and developers on the co-

location of offshore wind farms and decapod fisheries in the UK. Marine Policy, 61: 16–

22.  

Hunter, W. R., Veuger, B., and Witte, U. 2012. Macrofauna regulate heterotrophic bacterial 

carbon and nitrogen incorporation in low-oxygen sediments. ISME Journal, 6: 2140–

2151.  

Huss, M., Byström, P., and Persson, L. 2008. Resource heterogeneity, diet shifts and intra-cohort 

competition: Effects on size divergence in YOY fish. Oecologia, 158: 249–257. 

Hyslop, E. J. 1980. Stomach contents analysis—a review of methods and their application. 

Journal of Fish Biology, 17: 411–429. 

ICES 2010. Report of the working group on the assessment of demersal stocks in the North 

Sea and Skaggerrak. ICES CM 2010/ ACOM:13. 

ICES 2019. Cod (Gadus morhua) in Subarea 4, Division 7.d, and Subdivision 20 (North Sea, 

eastern English Channel, Skagerrak). in Report of the ICES Advisory Committee, 2019. 

ICES Advice 2019, cod.27.47d20, https://doi.org/10.17895/ices.advice.5640 

Iken, K., Brey, T., Wand, U., Voigt, J., and Junghans, P. 2001. Food web structure of the benthic 

community at the Porcupine Abyssal Plain (NE Atlantic): A stable isotope analysis. 

Progress in Oceanography, 50: 383–405. 

Imhoff, M. L., Bounoua, L., Ricketts, T., Loucks, C., Harriss, R., and Lawrence, W. T. 2004. Global 

patterns in human consumption of net primary production. Nature, 429: 870–873. 

Inger, R., Attrill, M. J., Bearhop, S., Broderick, A. C., Grecian, W. J., Hodgson, D. J., Mills, C., et al. 

2009. Marine renewable energy: potential benefits to biodiversity? An urgent call for 

research. Journal of Applied Ecology, 46: 1145–1153. 

Ingle, R. W. 1980. British crabs. London: British Museum (Natural History) and Oxford: Oxford 

University Press. 

IPCC. 2007. Climate Change 2007: impacts, adaptation and vulnerability: Working Group II 



References  237 

contribution to the Fourth Assessment Report of the IPCC Intergovernmental Panel of 

Climate Change. Rep. 1, 1902-1903 pp. 

IPCC. 2014. Climate Change 2014: Synthesis Report. Contribution of Working Groups I, II and 

III to the Fifth Assessment Report of the Intergovernmental Panel on Climate Change 

[Core Writing Team, Pachauri, R. K., Meyer, L. A (Eds.)]. IPCC, Geneva, Switzerland, 151 

pp. 

IPCC. 2018. Global warming of 1.5⁰C. An IPCC Special Report on the impacts of global warming 

of 1.5⁰C above pre-industrial levels and related global greenhouse gas emission 

pathways, in the context of strengthening the global response to the threat of climate 

change, sustainable development, and efforts to eradicate poverty. [Masson-Delmotte, 

V., Zhai, P., Pörtner, H. O., Roberts, D., Skea, J., Shukla, P. R., Pirani, A., Moufouma-Okia, 

W., Péan, C., Pidcock, R., Connors, S., Matthews, J. B. R., Chen, Y., Zhou, X., Gomis, M. I., 

Lonnoy, E., Maycock, T., Tignor, M., Waterfield, T. (Eds.)]. In Press 

Jackson, A. L., Inger, R., Parnell, A. C., and Bearhop, S. 2011. Comparing isotopic niche widths 

among and within communities: SIBER - Stable Isotope Bayesian Ellipses in R. Journal of 

Animal Ecology, 80: 595–602. 

Jacob, U., Mintenbeck, K., Brey, T., Knust, R., and Beyer, K. 2005. Stable isotope food web 

studies: a case for standardized sample treatment. Marine Ecology Progress Series, 287: 

251–253. 

Jacobs, P., Troost, K., Riegman, R., and van der Meer, J. 2015. Length- and weight-dependent 

clearance rates of juvenile mussels (Mytilus edulis) on various planktonic prey items. 

Helgoland Marine Research, 69: 101–112. 

Jago, C. F., and Jones, S. E. 1998. Observation and modelling of the dynamics of benthic fluff 

resuspended from a sandy bed in the southern North Sea. Continental Shelf Research, 

18: 1255–1282. 

Jansen, T., Post, Sø., Kristiansen, T., Óskarsson, G. J., Boje, J., MacKenzie, B. R., Broberg, M., et 

al. 2016. Ocean warming expands habitat of a rich natural resource and benefits a 

national economy. Ecological Applications, 26: 2021–2032. 

Janßen, H., Schröder, T., Zettler, M. L., and Pollehne, F. 2015. Offshore wind farms in the 

southwestern Baltic Sea : A model study of regional impacts on oxygen conditions. 

Journal of Sea Research, 95: 248–257.  

Jardas, I., Šantić, M., and Pallaoro, A. 2004. Diet composition and feeding intensity of horse 

mackerel, Trachurus trachurus (Osteichthyes: Carangidae) in the eastern Adriatic. Marine 

Biology, 144: 1051–1056. 

Jennings, J. B. 1957. Studies on feeding, digestion and food storage in free-living flatworms 

(Platyhelminthes: Turbellaria). The Biological Bulletin, 112: 63–80. 

Jennings, S., and Cogan, S. M. 2015. Nitrogen and carbon stable isotope variation in northeast 

Atlantic fishes and squids. Ecology, 96: 2568. 

Jensen, A. C., Collins, K. J., and Lockwood, P. 2000. Current issues relating to artificial reefs in 

European seas, in: Jensen, A. C., Collins, K. J., Lockwood, A. P. M. (Eds.), Artificial Reefs in 

European Seas. Kluwer Academic Publishers, Southampton, 489-499 pp. 

Jensen, H., Kiljunen, M., and Amundsen, P. A. 2012. Dietary ontogeny and niche shift to 

piscivory in lacustrine brown trout Salmo trutta revealed by stomach content and stable 

isotope analyses. Journal of Fish Biology, 80: 2448–2462. 

Jepsen, D. B., and Winemiller, K. O. 2002. Structure of tropical river food webs revealed by 

stable isotope ratios. Oikos, 96: 46–55. 

Jøgersen, D. 2009. An oasis in a watery desert? Discourses on an industrial ecosystem in the 



238  References 

Gulf of Mexico Rigs-to-Reefs program. History and Technology, 25: 343-364. 

Jøgersen, D. 2012. OSPAR's exclusion of rigs-to-reefs in the North Sea. Ocean and Coastal 

Management, 58: 57-61. 

Joschko, T. J., Buck, B. H., Gutow, L., and Schröder, A. 2008. Colonization of an artificial hard 

substrate by Mytilus edulis in the German Bight. Marine Biology Research, 4: 350–360. 

Jumars, P. A., and Wheatcroft, R. A. 1989. Responses of benthos to changing food quality and 

quantity, with a focus on deposit feeding and bioturbation: in Berger, W. H., Smetacek, 

V. S., Wefer, G. (Eds.), Productivity of the Ocean: Present and Past. J Wiley & Sons, 

Chichester, 235-253 pp. 

Kadye, W. T., and Booth, A. J. 2012. Integrating stomach content and stable isotope analyses 

to elucidate the feeding habits of non-native sharptooth catfish Clarias gariepinus. 

Biological Invasions, 14: 779–795. 

Kamp, A., and Witte, U. 2005. Processing of 13C-labelled phytoplankton in a fine-grained 

sandy-shelf sediment (North Sea): Relative importance of different macrofauna species. 

Marine Ecology Progress Series, 297: 61–70. 

Kautsky, N., and Evans, S. 1987. Role of biodeposition by Mytilus edulis in the circulation of 

matter and nutrients in a Baltic coastal ecosystem. Marine Ecology Progress Series, 38: 

201-212. 

Kaymak, N., Winemiller, K. O., Akin, S., Altuner, Z., Polat, F., and Dal, T. 2018. Spatial and 

temporal variation in the food web structure of an impounded river in Anatolia. Marine 

and Freshwater Research, 64: 1–21.  

Keough, M. J. 1984. Effects of patch size on the abundance of sessile marine invertebrates. 

Ecology, 65: 423–437. 

Kerckhof, F., and Houziaux, J.S. 2003. Biodiversity of the Belgian marine areas, in: Peeters, M., 

Franklin, A., Van Goethem, J. (Eds.), Biodiversity in Belgium. Royal Belgian Institute of 

Natural Sciences, Brussels, 350-385 pp. 

Kerckhof, F., Rumers, B., Norro, A., Jacques, T. G., and Degraer, S. 2010b. Chapter 5. Seasonal 

variation and vertical zonation of the marine biofouling on a concrete offshore windmill 

foundation on the Thornton Bank (southern North Sea), in: Degraer, S., Brabant, R., 

Rumes, B. (Eds.). Offshore wind farms in the Belgian part of the North Sea: Early 

environmental impact assessment and spatio-temporal variability. Royal Belgian 

Institute of Natural Sciences, Management Unit of the North Sea Mathematical Models, 

Marine Ecosystem Management Unit, Brussels, 53-68 pp. 

Kerckhof, F., Rumes, B., and Degraer, S. 2018. A closer look at the fish fauna of artificial hard 

substrata of offshore renewables in Belgian waters, in: Degraer, S., Brabant, R, Rumes, B., 

Vigin, L. (Eds.). Environmental Impacts of Offshore Wind Farms in the Belgian Part of the 

North Sea: Assessing and Managing Effect Spheres of Influence Royal Belgian Institute 

of Natural Sciences, OD Natural Environment, Marine Ecology and Management, 

Brussels, 79-89 pp. 

Kerckhof, F., Rumes, B., and Degraer, S. 2019. About “Mytilisation” and “Slimeification”: A 

decade of succession of the fouling assemblages on wind turbines off the Belgian cost, 

in: Degraer, S., Brabant, R., Rumes, B., Vigin, L. (Eds.), Environmental impacts of offshore 

wind farms in the Belgian part of the North Sea: Marking a decade of monitoring, 

research and innovation. Royal Belgian Institute of Natural Sciences, OD Natural 

Environment, Marine Ecology and Management, Brussels, 73-81 pp. 

Kerckhof, F., Rumes, B., Jacques, T., Degraer, S., and Norro, A. 2010a. Early development of the 

subtidal marine biofouling on a concrete offshore windmill foundation on the Thornton 



References  239 

Bank (southern North Sea): First monitoring results. Underwater Technology, 29: 137–

149. 

Kingsbury R. W. S. M. 1981. Marine fouling of North Sea installations. in: Marine fouling of 

offshore structures, Session I & II, vp. Marine Fouling of Offshore Structures Conference, 

19e20 May 1981, London, United Kingdom, 4-25 pp. 

Kirchgeorg, T., Weinberg, I., Hörnig, M., Baier, R., Schmid, M. J., and Brockmeyer, B. 2018. 

Emissions from corrosion protection systems of offshore wind farms: Evaluation of the 

potential impact on the marine environment. Marine Pollution Bulletin, 136: 257–268.  

Kitahara, M., and Fujii, K. 1994. Biodiversity and community structure of temperate butterfly 

species within a gradient of human disturbance: An analysis based on the concept of 

generalist vs. specialist strategies. Researches on Population Ecology, 36: 187–199. 

Klein, E. S., Smith, S. L., and Kritzer, J. P. 2017. Effects of climate change on four New England 

groundfish species. Reviews in Fish Biology and Fisheries, 27: 317–338. Springer 

International Publishing. 

Köller, J., Köppel, J., and Peters, W. 2006. Offshore wind energy research on environmental 

impacts. Springer-Verlag, Berlin Heidelberg, 371 pp. 

Kreeger, D. A., and Newell, R. I. E. 1996. Ingestion and assimilation of carbon from cellulolytic 

bacteria and heterotrophic flagellates by the mussels Geukensia demissa and Mytilus 

edulis (Bivalvia, Mollusca). Aquatic Microbial Ecology, 11: 205–214. 

Krone, R., Gutow, L., Joschko, T. J., and Schröder, A. 2013a. Epifauna dynamics at an offshore 

foundation - Implications of future wind power farming in the North Sea. Marine 

Environmental Research, 85: 1–12.  

Krone, R., Gutow, L., Brey, T., Dannheim, J., and Schröder, A. 2013b. Mobile demersal 

megafauna at artificial structures in the German Bight - Likely effects of offshore wind 

farm development. Estuarine, Coastal and Shelf Science, 125: 1–9.  

Krone, R., Dederer, G., Kanstinger, P., Krämer, P., Schneider, C., and Schmalenbach, I. 2017. 

Mobile demersal megafauna at common offshore wind turbine foundations in the 

German Bight (North Sea) two years after deployment - increased production rate of 

Cancer pagurus. Marine Environmental Research, 123: 53–61. 

Kürten, B., Frutos, I., Struck, U., Painting, S. J., Polunin, N. V. C., and Middelburg, J. J. 2013. 

Trophodynamics and functional feeding groups of North Sea fauna: a combined stable 

isotope and fatty acid approach. Biogeochemistry, 113: 189–212. 

Lamontagne, S., Deegan, B. M., Aldridge, K. T., Brookes, J. D., and Geddes, M. C. 2016. Fish diets 

in a freshwater-deprived semiarid estuary (The Coorong, Australia) as inferred by stable 

isotope analysis. Estuarine, Coastal and Shelf Science, 178: 1–11.  

Lancelot, C., Spitz, Y., Gypens, N., Ruddick, K., Becquevort, S., Rousseau, V., Lacroix, G., et al. 

2005. Modelling diatom and Phaeocystis blooms and nutrient cycles in the Southern 

Bight of the North Sea: The MIRO model. Marine Ecology Progress Series, 289: 63–78. 

Lange, M., Lange, M., Burkhard, B., Garthe, S., Gee, K., Kannen, A., Lenhart, H., et al. 2010. 

Analyzing Coastal and Marine Changes : Offshore Wind Farming as a Case LAND-OCEAN 

INTERACTIONS IN THE COASTAL ZONE ( LOICZ ) Core Project of the International 

Geosphere-Biosphere Programme ( IGBP ) and the International Human Dimensions 

Programme on Globa: 121–160. 

Langhamer, O., and Wilhelmsson, D. 2009. Colonisation of fish and crabs of wave energy 

foundations and the effects of manufactured holes – A field experiment. Marine 

Environmental Research, 68: 151–157.  

Langhamer, O. 2012. Artificial reef effect in relation to offshore renewable energy conversion: 



240  References 

State of the art. The Scientific World Journal, 2012: 1–8. 

Langhamer, O., Holand, H., and Rosenqvist, G. 2016. Effects of an Offshore Wind Farm (OWF) 

on the common shore crab Carcinus maenas: Tagging pilot experiments in the Lillgrund 

Offshore Wind Farm (Sweden). PLoS ONE, 11: 1–17. 

Latli, A., Michel, L. N., Lepoint, G., and Kestemont, P. 2019. River habitat homogenisation 

enhances trophic competition and promotes individual specialisation among young of 

the year fish. Freshwater Biology, 64: 520–531. 

Layman, C. A., Arrington, D. A., Montaña, C. G., and Post, D. M. 2007a. Can stable isotope ratios 

provide for community-wide measures of trophic structure? Ecology, 88: 42–48. 

Layman, C. A., Quattrochi, J. P., Peyer, C. M., and Allgeier, J. E. 2007b. Niche width collapse in a 

resilient top predator following ecosystem fragmentation. Ecology Letters, 10: 937–944. 

Leewis, R., van Moorsel, G., Waardenburg, H. (2000). Shipwrecks on the Dutch continental shelf 

as artificial reefs, in: Jensen, A. C., Collins, K. J., Lockwood, A. P. M. (Eds.), Artificial Reefs 

in European Seas. Kluwer Academic Publishers, Dordrecht, The Netherlands, 419-434 pp. 

Lefaible, N., Braeckman, U., and Moens, T. 2018. Effects of wind turbine foundations on 

surrounding macrobenthic communities, in: Degraer, S., Brabant, R., Rumes, B., Vigin, L. 

(Eds.), Environmental impacts of offshore wind farms in the Belgian Part of the North 

Sea: Assessing and managing effect spheres of influence. Royal Belgian Institute of 

Natural Sciences, OD Natural Environment, Marine Ecology and Management, Brussels, 

57-77 pp. 

Lefaible, N., Colson, L., Braeckman, U., and Moens, T. 2019. Evaluation of turbine-related 

impacts on microbenthic communities within two offshore wind farms during the 

operational phase, in: Degraer, S., Brabant, R., Rumes, B., Vigin, L. (Eds.), Environmental 

impacts of offshore wind farms in the Belgian part of the North Sea: Marking a decade 

of monitoring, research and innovation. Royal Belgian Institute of Natural Sciences, OD 

Natural Environment, Marine Ecology and Management, Brussels, 47-61 pp. 

Lefebvre, S., Leal, J. C. M., Dubois, S., Orvain, F., Blin, J.-L., Bataille, M.-P., Ourry, A., et al. 2009. 

Seasonal dynamics of trophic relationships among co-occurring suspension- feeders in 

two shellfish culture dominated ecosystems. Estuarine, Coastal and Shelf Science, 82: 

415–425. 

Legendre, L., and Michaud, J. 1999. Chlorophyll a to estimate the particulate organic carbon 

available as food to large zooplankton in the euphotic zone of oceans. Journal of 

Plankton Research, 21: 2067–2083.  

Lehane, C., and Davenport, J. 2002. Ingestion of mesozooplankton by three species of bivalve; 

Mytilus edulis, Cerastoderma edule and Aequipecten opercularis. Journal of the Marine 

Biological Association of the United Kingdom, 82: 615–619. 

Lehane, C., and Davenport, J. 2006. A 15-month study of zooplankton ingestion by farmed 

mussels (Mytilus edulis) in Bantry Bay, Southwest Ireland. Estuarine, Coastal and Shelf 

Science, 67: 645–652. 

Leibold, M. A. 1995. The niche concept revisited: Mechanistic models and community context. 

Ecology, 76: 1371–1382. 

Leitão, F., Santos, M. N., and Monteiro, C. C. 2007. Contribution of artificial reefs to the diet of 

the white sea bream (Diplodus sargus). ICES Journal of Marine Science, 64: 473–478. 

Lemmen, C. 2018. North Sea ecosystem-scale model-based quantification of net primary 

productivity changes by the Benthic Filter feeder Mytilus edulis. Water, 10: 1–18. 

Leonhard, S. B., and Pedersen, J. 2006. Benthic communities at Horns Rev before, during and 

after construcytion of Horns Rev Offshore Wind farm. Final report 2005. Udarbejdet af 



References  241 

Bio/consult as for ELSAM Engineering, 96 pp. 

Leonhard, S. B., Stenberg, C., and Støttrup, J. 2011. Effect of the Horns Rev 1 offshore wind 

farm on fish communities follow-up seven years after construction. Molecular Ecology, 

DTU Aqua, Orbicon, DHI, NaturFocus. Report commissioned by the Environmental 

Group through contract with DTU Aqua Report NO 246-2011. National Institute of 

Aquatic Resources, Technical University of Denmark, 66 pp. 

Leung, D. Y. C., Caramanna, G., and Maroto-Valer, M. M. 2014. An overview of current status 

of carbon dioxide capture and storage technologies. Renewable and Sustainable Energy 

Reviews, 39: 426–443.  

Lin, H. J., Kao, W. Y., and Wang, Y. T. 2007. Analyses of stomach contents and stable isotopes 

reveal food sources of estuarine detritivorous fish in tropical/subtropical Taiwan. 

Estuarine, Coastal and Shelf Science, 73: 527–537. 

Lindberg, W. J. 1997. Can science resolve the attraction-production issue? Fisheries 22, 10-13. 

Lindeboom, H. J., Kouwenhoven, H. J., Bergman, M. J. N., Bouma, S., Brasseur, S., Daan, R., Fijn, 

R. C., et al. 2011. Short-term ecological effects of an offshore wind farm in the Dutch 

coastal zone; A compilation. Environmental Research Letters, 6. 

Link, J. S., and Garrison, L. P. 2002. Trophic ecology of Atlantic cod Gadus morhua on the 

northeast US continental shelf. Marine Ecology Progress Series, 227: 109–123. 

Link, J. S., and Almeida, F. P. 2002. Opportunistic feeding of longhorn sculpin (Myoxocephalus 

octodecemspinosus): Are scallop fishery discards an important food subsidy for 

scavengers on Georges Bank? Fishery Bulletin, 100: 381–385. 

Liversage, K. 2017. First evidence of biogenic habitat from tubeworms providing a near-

absolute habitat requirement for high-intertidal Ulva macroalgae. PLoS ONE, 12: 1–14. 

Liversage, K., and Chapman, M. G. 2018. Coastal ecological engineering and habitat 

restoration: Incorporating biologically diverse boulder habitat. Marine Ecology Progress 

Series, 593: 173–185. 

López-Jamar, E., Iglesias, J., and Otero, J. 1984. Contribution of infauna and mussel-raft 

epifauna to demersal fish diets. Marine Ecology Progress Series, 15: 13–18. 

Lorrain, A., Savoye, N., Chauvaud, L., Paulet, Y. M., and Naulet, N. 2003. Decarbonation and 

preservation method for the analysis of organic C and N contents and stable isotope 

ratios of low-carbonated suspended particulate material. Analytica Chimica Acta, 491: 

125–133. 

Lowry, H., Lill, A., and Wong, B. B. M. 2013. Behavioural responses of wildlife to urban 

environments. Biological Reviews, 88: 537–549. 

Maar, M., Nielsen, T. G., Bolding, K., Burchard, H., and Visser, A. W. 2007. Grazing effects of blue 

mussel Mytilus edulis on the pelagic food web under different turbulence conditions. 

Marine Ecology Progress Series, 339: 199–213. 

Maar, M., Bolding, K., Petersen, J. K., Hansen, J. L. S., and Timmermann, K. 2009. Local effects 

of blue mussels around turbine foundations in an ecosystem model of Nysted offshore 

wind farm, Denmark. Journal of Sea Research, 62: 159–174.  

MacArthur, R. 1955. Fluctuations of animal populations and a measure of community stability. 

Ecology, 36: 533–536. 

MacArthur, R., and Wilson, E. O. 1967. The theory of island biogeography (Vol 1). Princeton 

University Press, 2001. 

MacAvoy, S. E., Braciszewski, A., Tengi, E., and Fong, D. W. 2016. Trophic plasticity among 

spring vs. cave populations of Gammarus minus: examining functional niches using 

stable isotopes and C/N ratios. Ecological Research, 31: 589–595. Springer Japan. 



242  References 

MacDonald, C., Bridge, T. C. L., McMahon, K. W., and Jones, G. P. 2019. Alternative functional 

strategies and altered carbon pathways facilitate broad depth ranges in coral-obligate 

reef fishes. Functional Ecology, 33: 1962–1972. 

MacNeil, C., Dick, J. T. A., and Elwood, R. W. 1997. The trophic ecology of freshwater Gammarus 

spp. (Crustacea: Amphipoda): Problems and perspectives concerning the functional 

feeding group concept. Biological Reviews, 72: 349–364. 

Macy, W. K., Sutherland, S. J., and Durbin, E. G. 1998. Effects of zooplankton size and 

concentration and light intensity on the feeding behavior of Atlantic mackerel Scomber 

scombrus. Marine Ecology Progress Series, 172: 89–100. 

Madsen, P. T., Wahlberg, M., Tougaard, J., Lucke, K., and Tyack, P. 2006. Wind turbine 

underwater noise and marine mammals: Implications of current knowledge and data 

needs. Marine Ecology Progress Series, 309: 279–295. 

Malhorta, R. 2020. Fossil Energy. A volume in the encyclopedia of sustainability science and 

Technology, Second edition. Springer, 548 pp. 

Mangi, S. C. 2013. The impact of offshore wind farms on marine ecosystems: A review taking 

an ecosystem services perspective. Proceedings of the IEEE, 101: 999–1009. 

Marvier, M., Kareiva, P., and Neubert, M. G. 2004. Habitat destruction, fragmentation, and 

disturbance promote invasion by habitat generalists in a multispecies metapopulation. 

Risk Analysis, 24: 869–878. 

Mason, N. W. H., Mouillot, D., Lee, W. G., and Wilson, J. B. 2005. Functional richness, functional 

evenness and functional divergence: the primary components of functional diversity. 

Oikos, 111: 112–118. 

Mavraki, N., Degraer, S., Moens, T., and Vanaverbeke, J. 2020. Functional differences in trophic 

structure of offshore wind farm communities: A stable isotope study. Marine 

Environmental Research, 157: 104868. 

May, R. M. 1972. Will a large complex system be stable? Nature, 238: 413-414. 

May, R. M., and Arthur, R. H. M. A. C. 1972. Niche overlap as a function of environmental 

variability. Proceedings of the National Academy of Sciences of the United States of 

America, 69: 1109–1113. 

McKinney, F. K., and Jackson, J. B. C. 1991. Bryozoan evolution. University of Chicago Press, 

Chicago, Illinois, USA. 

McKinney, M. L. 1997. Extinction vulnerability and selectivity: Combining ecological and 

paleontological views. Annual Review of Ecology and Systematics, 28: 495–516. 

McKinney, M. L., and Lockwood, J. L. 1999. Biotic homogenization: a few winners replacing 

many losers in the next mass extinction. Tree, 5347: 450–453. 

McMeans, B. C., McCann, K. S., Humphries, M., Rooney, N., and Fisk, A. T. 2015. Food web 

structure in temporally-forced ecosystems. Trends in Ecology and Evolution, 30: 662–

672.  

Mehdi, R. A., Pålsson, J., Nilsson, H., and van Overloop, J. 2017. Improving the co-existence of 

offshore energy installations & shipping - Report on Work-package 4.4 of the NorthSee 

project. 43 pp. 

Melville, A. J., and Connolly, R. M. 2003. Spatial analysis of stable isotope data to determine 

primary sources of nutrition for fish. Oecologia, 136: 499–507. 

Michaud, J., and Taggart, C. T. 2007. Lipid and gross energy content of North Atlantic right 

whale food, Calanus finmarchicus, in the Bay of Fundy. Endangered Species Research, 3: 

77–94. 

Michener, R. H., and Schell, D. M. 1994. Stable isotope ratios as tracers in marine aquatic food 



References  243 

webs, in: Lajtha, K., and Michener, R. H. (Eds), Stable isotopes in ecology and 

environmental science. Black- well, Oxford, 138-157 pp. 

Middelburg, J. J., Barranguet, C., Boschker, H. T. S., J, P. M., Moens, T., and Heip, C. H. R. 2000. 

The fate of intertidal microphytobenthos carbon : An in situ 13C-labeling study. 

Limnology and Oceanography, 45: 1224–1234. 

Middelburg, J. J. 2014. Stable isotopes dissect aquatic food webs from the top to the bottom. 

Biogeosciences, 11: 2357–2371. 

Migne, A., Riera, P., Janquin, M. A., Leroux, C., Muths, D., and Davoult, D. 2012. Carbon and 

nitrogen assimilation by the suspension-feeding brittle-star Ophiothrix fragilis from two 

localities in the English Channel. Life and Environment, 62: 47–53. 

Mittelbach, G. G., and Persson, L. 1998. The ontogeny of piscivory and its ecological 

consequences. Canadian Journal of Fisheries and Aquatic Scniences, 55: 1454–1465. 

Moncreiff, C. A., and Sullivan, M. J. 2001. Trophic importance of epiphytic algae in subtropical 

seagrass beds: Evidence from multiple stable isotope analyses. Marine Ecology Progress 

Series, 215: 93–106. 

Moodley, L., Boschker, H. T. S., Middelburg, J. J., Pel, R., Herman, P. M. J., and Deckere, E. De. 

2000. Ecological significance of benthic foraminifera: 13C labelling experiments. Marine 

Ecology Progress Series, 202: 289–295. 

Moodley, L., Middelburg, J. J., Soetaert, K., Boschker, H. T. S., Herman, P. M. J., and Heip, C. H. 

R. 2005. Similar rapid response to phytodetritus deposition in shallow and deep-sea 

sediments. Journal of Marine Research, 63: 457–469.  

Moore, J. W., and Semmens, B. X. 2008. Incorporating uncertainty and prior information into 

stable isotope mixing models. Ecology Letters, 11: 470–480. 

Morris, R. L., Porter, A. G., Figueira, W. F., Coleman, R. A., Fobert, E. K., and Ferrari, R. 2018. Fish-

smart seawalls: a decision tool for adaptive management of marine infrastructure. 

Frontiers in Ecology and the Environment, 16: 278–287. 

Mouillot, D., Graham, N. A. J., Villéger, S., Mason, N. W. H., and Bellwood, D. R. 2013. A 

functional approach reveals community responses to disturbances. Trends in Ecology 

and Evolution, 28: 1–11. 

Moyse, J., and Tyler, P. A. 1990. Echinodermata. in: Hayward, P. J., Ryland, J. S. (Eds.), The marine 

fauna of the British Isles and North-West Europe. Clarendon press, Oxford,  839-871 pp. 

Mueller, C. E., Lundälv, T., Middelburg, J. J., and van Oevelen, D. 2013. The symbiosis between 

Lophelia pertusa and Eunice norvegica stimulates coral calcification and worm 

assimilation. PLoS ONE, 8: 1–9. 

Murawski, S.A., Maguire, J.J., Mayo, R.K. and Serchuk, F.M. 1997 Groundfish stocks and the 

fishing industry. in: Boreman, J., Nakashima, B. S., Wilson J. A.,  Kendall R. L.  (Eds.). 

Northwest Atlantic groundfish: Perspectives on a Fishery Collapse. American Fisheries 

Society, Bethesda, MD, USA, 27–70 pp. 

Nair, K. K. C., and Anger, K. 1980. Seasonal variation in population structure and biochemical 

composition of Jassa falcata (Crustacea, Amphipoda) off the island of Helgoland (North 

Sea). Estuarine and Coastal Marine Science, 11: 505–513. 

Nall, C. R., Schläppy, M. L., and Guerin, A. J. 2017. Characterisation of the biofouling community 

on a floating wave energy device. Biofouling, 33: 379–396.  

Nedwell, J., Langworthy, J., and Howell, D. 2004. Assessment of Sub-Sea Acoustic Noise and 

Vibration from Offshore Wind Turbines and its Impact on Marine Wildlife; Initial 

Measurements of Underwater Noise during Construction of Offshore Windfarms, and 

Comparison with Background Noise. Subacoustech Report 544R0424 to COWRIE. The 



244  References 

Crown Estate, London, UK. 

Nelson, M. L., and Craig, S. F. 2011. Role of the sea anemone Metridium senile in structuring a 

developing subtidal fouling community. Marine Ecology Progress Series, 421: 139–149. 

Neves Santos, M., and Costa Monteiro, C. 1998. Comparison of the catch and fishing yield from 

an artificial reef system and neighbouring areas off Faro (Algarve, south Portugal). 

Fisheries Research, 39: 55–65. 

Newsome, S. D., del Rio, C. M., Bearhop, S., and Phillips, D. L. 2007. A niche for isotopic ecology. 

Frontiers in Ecology and the Environment, 5: 429–436. 

Nickell, L. A., and Sayer, M. D. J. 1998. Occurrence and activity of mobile macrofauna on a 

sublittoral reef: diel and seasonal variation. Journal of the Marine Biological Association 

of the United Kingdom, 78: 1061–1082. 

Nilsen, M., Pedersen, T., Nilssen, E. M., and Fredriksen, S. 2008. Trophic studies in a high-

latitude fjord ecosystem — a comparison of stable isotope analyses (δ13C and δ15N) and 

trophic-level estimates from a mass-balance model. Canadian Journal of Fisheries and 

Aquatic Sciences, 65: 2791–2806.  

Nolan, E. T., and Britton, J. R. 2018. Diet of invasive pikeperch Sander lucioperca: developing 

non-destructive tissue sampling for stable isotope analysis with comparisons to stomach 

content analysis. Knowledge & Management of Aquatic Ecosystems, 419: 49. 

Nomaki, H., Heinz, P., Nakatsuka, T., Shimanaga, M., and Kitazato, H. 2005. Species-specific 

ingestion of organic carbon by deep-sea benthic foraminifera and meiobenthos: In situ 

tracer experiments. Limnology and Oceanography, 50: 134–146. 

Norling, P., and Kautsky, N. 2008. Patches of the mussel Mytilus sp. are islands of high 

biodiversity in subtidal sediment habitats in the Baltic Sea. Aquatic Biology, 4: 75–87. 

Norman, C. P., and Jones, M. B. 1993. Reproductive ecology of the velvet swimming crab, 

Necora puber (Brachyura: Portunidae), at Plymouth. Journal of the Marine Biological 

Association of the United Kingdom, 73: 379–389. 

O’Brien-MacDonald, K., Brown, J. A., and Parrish, C. C. 2006. Growth, behaviour, and digestive 

enzyme activity in larval Atlantic cod (Gadus morhua) in relation to rotifer lipid. ICES 

Journal of Marine Science, 63: 275–284. 

Ohlberger, J. 2013. Climate warming and ectotherm body size - from individual physiology to 

community ecology. Functional Ecology, 27: 991–1001. 

Okamura. 1990. Behavioural mechanisms of food selection. 

Olden, J. D., and Rooney, T. P. 2006. On defining and quantifying biotic homogenization. Global 

Ecology and Biogeography, 15: 113–120. 

Olsgard, F., and Gray, J. S. 1995. A comprehensive analysis of the effects of offshore oil and 

gas exploration and production on the benthic communities of the Norwegian 

continental shelf. Marine Ecology Progress Series, 122: 277–306. 

Orpin, A. R., Ridd, P. V., Thomas, S., Anthony, K. R. N., Marshall, P., and Oliver, J. 2004. Natural 

turbidity variability and weather forecasts in risk management of anthropogenic 

sediment discharge near sensitive environments. Marine Pollution Bulletin, 49: 602–612. 

Óskarsson, G. J., Gudmundsdottir, A., Sveinbjörnsson, S., and Sigurðsson, Þ. 2015. Feeding 

ecology of mackerel and dietary overlap with herring in Icelandic waters. Marine Biology 

Research, 12: 16–29. 

Osman, R. W. 1977. The establishment and development of a marine epifaunal community. 

Ecological Monographs, 47: 37–63. 

OSPAR. 2008. Revised draft assessment of the predicted environmental consequences for 

problem areas following nutrient reductions. Report on the 2nd OSPAR ICG-EMO 



References  245 

workshop, OSPAR EUC08/5/2-E(L), 51 pp. 

Östman, C., Kultima, J. R., and Roat, C. 2010. Tentacle cnidae of the sea anemone Metridium 

senile (Linnaeus, 1761) (Cnidaria: Anthozoa). Scientia Marina, 74: 511–521.  

Páez-Rosas, D., Villegas-Amtmann, S., and Costa, D. 2017. Intraspecific variation in feeding 

strategies of Galapagos sea lions: A case of trophic specialization. PLoS ONE, 12: 1–16. 

Page, H. M., Dugan, J. E., Culver, C. S., and Hoesterey, J. C. 2006. Exotic invertebrate species on 

offshore oil platforms. Marine Ecology Progress Series, 325: 101–107. 

Paine, R. T. 1980. Food Webs: Linkage, interaction strength and community infrastructure. 

Journal of Animal Ecology, 49: 666–685. 

Palmer, M. A., and Febria, C. M. 2012. The heartbeat of ecosystems. Science, 336: 1393–1394. 

Pandolfi, J. M., Connolly, S. R., Marshall, D. J., and Cohen, A. L. 2011. Projecting coral reef futures 

under global warming and ocean acidification. Science, 333: 418–423. 

Parkyn, S. M., Collier, K. J., and Hicks, B. J. 2001. New Zealand stream crayfish: Functional 

omnivores but trophic predators? Freshwater Biology, 46: 641–652. 

Parmesan, C., and Yohe, G. 2003. A globally coherent fingerprint of climate change impacts 

across natural systems. Nature, 421: 37–42.  

Parnell, A. C., and Inger, R. 2019. Stable isotope mixing models in R with SIMMR: A stable 

isotope mixing model. Version 0.4.1 < https://cran.r-

project.org/web/packages/simmr/> 

Parnell, A. C., Inger, R., Bearhop, S., and Jackson, A. L. 2010. Source partitioning using stable 

isotopes: Coping with too much variation. PLoS ONE, 5: 1–5. 

Parnell, A. C., Phillips, D. L., Bearhop, S., Semmens, B. X., Ward, E. J., Moore, J. W., Jackson, A. L., 

et al. 2013. Bayesian stable isotope mixing models. Environmetrics, 24: 387–399. 

Parsons, T. R., and Kessler, T. A. 1987. An ecosystem model for the assessment of plankton 

production in relation to the survival of young fish. Journal of Plankton Research, 9: 125–

137. 

Peire, K., Nonneman, H., and Bosschem, E. 2009. Gravity based foundations for the Thornton 

Bank offshore wind farm. Terra et Aqua, 115: 19–29. 

Pennekamp, F., Pontarp, M., Tabi, A., Altermatt, F., Alther, R., Choffat, Y., Fronhofer, E. A., et al. 

2018. Biodiversity increases and decreases ecosystem stability. Nature, 563: 109–112. 

Springer US.  

Perkol-Finkel, S., Zilman, G., Sella, I., Miloh, T., and Benayahu, Y. 2008. Floating and fixed 

artificial habitats: Spatial and temporal patterns of benthic communities in a coral reef 

environment. Estuarine, Coastal and Shelf Science, 77: 491–500. 

Peters, S., Eleveld, M., Pasterkamp, R., Woerd, H. Van Der, Devolder, M., Jans, S., Park, Y., et al. 

2005. Atlas of Chlorophyll-a concentration for the North Sea. 121 pp. 

Petersen, J. K., and Malm, T. 2006. Offshore windmill farms: Threats to or possibilities for the 

marine environment. AMBIO: A Journal of the Human Environment, 35: 75–80.  

Peterson, B. J., and Fry, B. 1987. Stable isotopes in ecosystem studies. Annual Review of Ecology 

and Systematics, 18: 293–320. 

Phillips, D. L., and Gregg, J. W. 2003. Source partitioning using stable isotopes: Coping with 

too many sources. Oecologia, 136: 261–269. 

Phillips, D. L., Newsome, S. D., and Gregg, J. W. 2005. Combining sources in stable isotope 

mixing models: Alternative methods. Oecologia, 144: 520–527. 

Phillips, D. L., Inger, R., Bearhop, S., Jackson, A. L., Moore, J. W., Parnell, A. C., Semmens, B. X., 

et al. 2014. Best practices for use of stable isotope mixing models in food-web studies. 

Canadian Journal of Zoology, 92: 823–835. 



246  References 

Pianka, E. 1970. On ‘r’’ and ‘‘K’’ selection. The American Naturalist, 102: 592-597. 

Pianka, E. R. 1972. r and K selection or b and d selection ? The American Naturalist, 106: 581–

588. 

Pianka, E. R. 1974. Niche overlap and diffuse competition. Proceedings of the National 

Academy of Sciences of the United States of America, 71: 2141–2145. 

Picken, G. B. 1986. Moray Firth marine fouling communities. Proceedings of the Royal Society 

of Edinburgh B 91, 213-220. 

Pinnegar, J. K., and Polunin, N. V. C. 1999. Differential fractionation of δ13C and δ15N among 

fish tissues: implications for the study of trophic interactions. Functional Ecology, 13: 

225–231. 

Pinnegar, J. K., and Polunin, N. V. C. 2000. Contributions of stable-isotope data to elucidating 

food webs of Mediterranean rocky littoral fishes. Oecologia, 122: 399–409.  

Planque, B. 2016. Projecting the future state of marine ecosystems, ‘“la grande illusion”’? ICES 

Journal of Marine Science, 73: 204–208. 

Plavan, A. A., Sellanes, J., Rodríguez, L., and Burone, L. 2007. Feeding ecology of Urophycis 

brasiliensis on the Uruguayan coast of the Río de la Plata estuary. Journal of Applied 

Ichthyology, 23: 231–239. 

Pleskachevsky, A., Gayer, G., Horstmann, J., and Rosenthal, W. 2005. Synergy of satellite remote 

sensing and numerical modeling for monitoring of suspended particulate matter. Ocean 

Dynamics, 55: 2–9. 

Pomeroy, L.R. 1980. Detritus and it’s role as a food resource. in: Barnes, R.S.K., Mann, K.H. (Eds.), 

Fundamentals of Aquatic Ecosystems. Blackwell, Oxford, 84–102 pp. 

Pope, J. G., Shepherd, J. G., and Webb, J. 1994. Successful surf-riding on size spectra: the secret 

of survival in the sea. Philosophical Transactions of the Royal Society of London. Series 

B: Biological Sciences, 343: 41–49. 

Popper, A. N., Salmon, M., and Horch, K. W. 2001. Acoustic detection and communication by 

decapod crustaceans. Journal of Comparative Physiology - A Sensory, Neural, and 

Behavioral Physiology, 187: 83–89. 

Post, D. M. 2002. Using stable isotopes to estimate trophic position: models, methos, and 

assumptions. . Ecology, 83: 703–718.  

Poulard, J. C., and Blanchard, F. 2005. The impact of climate change on the fish community 

structure of the eastern continental shelf of the Bay of Biscay. ICES Journal of Marine 

Science, 62: 1436–1443. 

Powers, S. P., Grabowski, J. H., Peterson, C. H., and Lindberg, W. J. 2003. Estimating 

enhancement of fish production by offshore artificial reefs: uncertainty exhibited by 

divergent scenarios. Marine Ecology Progress Series, 264: 265–277. 

Prins, T. C., Smaal, A. C., and Pouwer, A. J. 1991. Selective ingestion of phytoplankton by the 

bivalves Mytilus edulis L. and Cerastoderma edule (L.). Hydrobiological Bulletin, 25: 93–

100. 

Provoost, P., Braeckman, U., Van Gansbeke, D., Moodley, L., Soetaert, K., Middelburg, J. J., and 

Vanaverbeke, J. 2013. Modelling benthic oxygen consumption and benthic-pelagic 

coupling at a shallow station in the southern North Sea. Estuarine, Coastal and Shelf 

Science, 120: 1–11. 

Purvis, A., Gittleman, J. L., Cowlishaw, G., and Mace, G. M. 2000. Predicting extinction risk in 

declining species. Proceedings of the Royal Society of London. Series B: Biological 

Sciences, 267: 1947–1952. 

Pyke, G. H. 1984. Optimal foraging theory: A critical review. Annual Review of Ecology and 



References  247 

Systematics, 15: 523–575. 

Quadros, F. A., Caubet, Y., and Araujo, P. B. 2009. Life history comparison of two terrestrial 

isopods in relation to habitat specialization. Acta Oecologica, 35: 243–249.  

Quevedo, M., Svanbäck, R., and Eklöv, P. 2009. Intrapopulation niche partitioning in a generalist 

predator limits food web connectivity. Ecology, 90: 2263–2274. 

Rabaut, M., Guilini, K., Van Hoey, G., Vincx, M., and Degraer, S. 2007. A bio-engineered soft-

bottom environment: The impact of Lanice conchilega on the benthic species-specific 

densities and community structure. Estuarine, Coastal and Shelf Science, 75: 525–536. 

Rao, T. S. 2010. Comparative effect of temperature on biofilm formation in natural and 

modified marine environment. Aquatic Ecology, 44: 463–478. 

Raoux, A., Tecchio, S., Pezy, J. P., Lassalle, G., Degraer, S., Wilhelmsson, D., Cachera, M., et al. 

2017. Benthic and fish aggregation inside an offshore wind farm: Which effects on the 

trophic web functioning? Ecological Indicators, 72: 33–46. 

Reemtsma, T., Haake, B., Ittekkot, V., Nair, R. R., and Brockmann, U. H. 1990. Downward flux of 

particulate fatty acids in the Central Arabian Sea. Marine Chemistry, 29: 183–202. 

Reichart, G. J., Mienis, F., Duineveld, G., Soetaert, K., and Fillipidi, A. 2017. Measuring the 

SHADOW of an artificial structure in the North Sea and its effect on the surrounding soft 

bottom community. 19 pp. 

Reid, W. D. K., Sweeting, C. J., Wigham, B. D., McGill, R. A. R., and Polunin, N. V. C. 2016. Isotopic 

niche variability in macroconsumers of the East Scotia Ridge (Southern Ocean) 

hydrothermal vents: What more can we learn from an ellipse? Marine Ecology Progress 

Series, 542: 13–24. 

Relini, G., and Relini, M. 1997. Biomass on artificial reefs, in: Jensen, A. C. (Eds.), European 

Artificial Reef Research. Proceedings of the 1st EARRN conference, Ancona, Italy, March 

1996, Southampton Oceanography Centre, 61‐83 pp. 

Relini, G., Zamboni, N., Tixi, F., and Torchia, G. 1994. Patterns of sessile macrobenthos 

community development on an artificial reef in the Gulf of Genoa (Northwestern 

Mediterranean). Bulletin of Marine Science, 52: 745–771. 

Relini, G., Tixi, F., Relini, M., and Torchia, G. 1998. The macrofouling on offshore platforms at 

Ravenna. International Biodeterioration and Biodegradation, 41: 41–55. 

Renaud, P. E., LÃ¸kken, T. S., JÃ¸rgensen, L. L., Berge, J., and Johnson, B. J. 2015. Macroalgal 

detritus and food-web subsidies along an Arctic fjord depth-gradient. Frontiers in 

Marine Science, 2: 1–15.  

Reubens, J. 2013. The ecology of benthopelagic fish at offshore wind farms: Towards an 

integrated management approach. PhD dissertation, Ghent University, 237 pp. 

Reubens, J. T., Degraer, S., and Vincx, M. 2011. Aggregation and feeding behaviour of pouting 

(Trisopterus luscus) at wind turbines in the Belgian part of the North Sea. Fisheries 

Research, 108: 223–227.  

Reubens, J. T., Vandendriessche, S., Zenner, A. N., Degraer, S., and Vincx, M. 2013a. Offshore 

wind farms as productive sites or ecological traps for gadoid fishes? - Impact on growth, 

condition index and diet composition. Marine Environmental Research, 90: 66–74. 

Reubens, J. T., Braeckman, U., Vanaverbeke, J., Colen, C. Van, Degraer, S., and Vincx, M. 2013b. 

Aggregation at windmill artificial reefs: CPUE of Atlantic cod (Gadus morhua) and 

pouting (Trisopterus luscus) at different habitats in the Belgian part of the North Sea. 

Fisheries Research, 139: 28–34.  

Reubens, J. T., Pasotti, F., Degraer, S., and Vincx, M. 2013c. Residency, site fidelity and habitat 

use of atlantic cod (Gadus morhua) at an offshore wind farm using acoustic telemetry. 



248  References 

Marine Environmental Research, 90: 128–135.  

Reubens, J. T., De Rijcke, M., Degraer, S., and Vincx, M. 2014a. Diel variation in feeding and 

movement patterns of juvenile Atlantic cod at offshore wind farms. Journal of Sea 

Research, 85: 214–221.  

Reubens, J. T., Degraer, S., and Vincx, M. 2014b. The ecology of benthopelagic fishes at 

offshore wind farms: A synthesis of 4 years of research. Hydrobiologia, 727: 121–136. 

Richmond, C. E., Breitburg, D. L., and Rose, K. A. 2005. The role of environmental generalist 

species in ecosystem function. Ecological Modelling, 188: 279–295. 

Richoux, N. B., and Froneman, P. W. 2008. Trophic ecology of dominant zooplankton and 

macrofauna in a temperate, oligotrophic South African estuary: A fatty acid approach. 

Marine Ecology Progress Series, 357: 121–137. 

Richoux, N. B., Vermeulen, I., and Froneman, P. W. 2013. Stable isotope ratios indicate 

differential omnivory among syntopic rocky shore suspension-feeders. Marine Biology, 

161: 971–984. 

Richoux, N. B., Vermeulen, I., and Froneman, P. W. 2014a. Stable isotope ratios indicate 

differential omnivory among syntopic rocky shore suspension‑feeders. Marine Biology, 

161: 971–984. 

Richoux, N. B., Vermeulen, I., and Froneman, P. W. 2014b. Fatty acid profiles reveal temporal 

and spatial differentiation in diets within and among syntopic rocky shore suspension-

feeders, 495: 143–160. 

Richoux, N. B., and Ndhlovu, R. T. 2015. Temporal variability in the isotopic niches of rocky 

shore grazers and suspension-feeders. Marine Ecology, 36: 1045–1059. 

Ricotta, C., Bacaro, G., and Moretti, M. 2014. A new measure of functional evenness and some 

of its properties. PLoS ONE, 9: e104060. 

Riera, P., Escaravage, C., and Leroux, C. 2009. Trophic ecology of the rocky shore community 

associated with the Ascophyllum nodosum zone (Roscoff, France): A δ13C vs δ15N 

investigation. Estuarine, Coastal and Shelf Science, 81: 143–148. 

Riera, P. 2009. Trophic plasticity in similar habitats: an example which severely limits 

generalization among ecosystems. Marine Biodiversity Records, 2: 1–4. 

Rigolet, C., Thiébaut, E., Brind’Amour, A., and Dubois, S. F. 2015. Investigating isotopic 

functional indices to reveal changes in the structure and functioning of benthic 

communities. Functional Ecology, 29: 1350–1360. 

Riis, A., and Dolmer, P. 2003. The distribution of the sea anemone Metridium senile (L .) related 

to dredging for blue mussels (Mytilus edulis L .) and flow habitat. Ophelia, 57: 43–52. 

Riisgård, H. U., and Larsen, P. S. 2000. Comparative ecophysiology of active zoobenthic filter 

feeding, essence of current knowledge. Journal of Sea Research, 44: 169–193. 

Roberts, L., and Elliott, M. 2017. Good or bad vibrations? Impacts of anthropogenic vibration 

on the marine epibenthos. Science of the Total Environment, 595: 255–268.  

Robins, C. R., and Ray, G. C. 1986. A field guide to Atlantic coast fishes of North America. 

Houghton Mifflin Company, Boston, 354 pp. 

Robinson, M., and Tully, O. 2000. Dynamics of a subtidal population of the porcellanid crab 

Pisidia longicornis (Decapoda: Crustacea). Journal of the Marine Biological Association 

of the United Kingdom, 80: 75–83. 

Ross, S. T. 1986. Resource partitioning in fish assemblages : A review of field studies. Copeia, 

2: 352–388. 

Rouget, M., Richardson, D. M., Cowling, R. M., Lloyd, J. W., and Lombard, A. T. 2003. Current 

patterns of habitat transformation and future threats to biodiversity in terrestrial 



References  249 

ecosystems of the Cape Floristic Region, South Africa. Biological Conservation, 112: 63–

85. 

Rumes, B., and Brabant, R. 2019. Offshore renewable energy development in the Belgian part 

of the North Sea, in: Degraer, S., Brabant, R., Rumes, B., and Vigin, L. (Eds). Environmental 

impacts of offshore wind farms in the Belgian part of the North Sea: Marking a decade 

of monitoring, research and innovation. Brussels, Royal Belgian Institute of Natural 

Sciences, OD Natural Environment, Marine Ecology and Management, 13-17 pp. 

Rumes, B., Coates, D., De Mesel, I., Derweduwen, J., Kerckhof, F., Reubens, J., and 

Vandendriessche, S. 2013. Changes in species richness and biomass at different spatial 

scales, in: Degraer, S., Brabant, R., Rumes, B. (Eds.), Environmental impacts of offshore 

wind farms in the Belgian part of the North Sea. Royal Belgian Institute of Natural 

Sciences, OD Natural Environment, Marine Ecology and Management, 183-189 pp. 

Rumolo, P., Basilone, G., Fanelli, E., Barra, M., Calabrò, M., Genovese, S., Gherardi, S., et al. 2017. 

Linking spatial distribution and feeding behavior of Atlantic horse mackerel (Trachurus 

trachurus) in the Strait of Sicily (Central Mediterranean Sea). Journal of Sea Research, 

121: 47–58. 

Sakai, A. K., Allendorf, F. W., Holt, J. S., Lodge, M., Molofsky, J., With, K. A., Baughman, S., et al. 

2001. The population biology of invasive species. Annual Review of Ecology and 

Systematics, 32: 305–332. 

Sammarco, P. W., Atchison, A. D., and Boland, G. S. 2004. Expansion of coral communities 

within the Northern Gulf of Mexico via offshore oil and gas platforms. Marine Ecology 

Progress Series, 280: 129–143. 

Sampedro, M. P., Freire, F. J., and González-Gurriaran, E. 1997. Fecundity and reproductive 

output of Pisidia longicornis (Decapoda, Anomura) in the Ria de Arousa (Galicia, NW 

Spain). Crustaceana, 70: 95–110. 

Sargent, J., McEvoy, L., Estevez, A., Bell, G., Bell, M., Henderson, J., and Tocher, D. 1999. Lipid 

nutrition of marine fish during early development: Current status and future directions. 

Aquaculture, 179: 217–229. 

Schoo, K. L., Boersma, M., Malzahn, A. M., Löder, M. G. J., Wiltshire, K. H., and Aberle, N. 2018. 

Dietary and seasonal variability in trophic relations at the base of the North Sea pelagic 

food web revealed by stable isotope and fatty acid analysis. Journal of Sea Research, 

141: 61–70.  

Scinto, A., Benvenuto, C., Cerrano, C., and Mori, M. 2007. Seasonal cycle of Jassa marmorata 

Holmes, 1903 (Amphipoda) in the Ligurian Sea (Mediterranean, Italy). Journal of 

Crustacean Biology, 27: 212–216. 

Scott, K., Harsanyi, P., and Lyndon, A. R. 2018. Understanding the effects of electromagnetic 

field emissions from Marine Renewable Energy Devices (MREDs) on the commercially 

important edible crab, Cancer pagurus (L.). Marine Pollution Bulletin, 131: 580–588.  

Sebens, K. P. 1981. The allometry of feeding, energetics, and body size in three sea anemone 

species. Biological Bulletin, 161: 152–171. 

Slavik, K., Lemmen, C., Zhang, W., Kerimoglu, O., Klingbeil, K., and Wirtz, K. W. 2019. The large-

scale impact of offshore wind farm structures on pelagic primary productivity in the 

southern North Sea. Hydrobiologia, 845: 35–53.  

Smaldon, G. 1972. Population structure and breeding biology of Pisidia longicornis and 

Porcellana platycheles. Marine Biology 17, 171-179. 

Smale, D. A., Wernberg, T., Peck, L. S., and Barnes, D. K. A. 2011. Turning on the heat: Ecological 

response to simulated warming in the sea. PLoS ONE, 6: e16050. 



250  References 

Smith, J. 2014. Age validation of lemon sole (Microstomus kitt), using marginal increment 

analysis. Fisheries Research, 157: 41–46.  

Smith-Vaniz, W. F. 1986. Carangidae. in: Whitehead, P. J. P., Bauchot, M. L., Hureau, J. C., 

Nielsen, J., Tortonese, E. (Eds.), Fishes of the North-eastern Atlantic and Mediterranean 

II. UNESCO, Paris, pp. 815-844. 

Smyntek, P. M., Teece, M. A., Schulz, K. L., and Thackeray, S. J. 2007. A standard protocol for 

stable isotope analysis of zooplankton in aquatic food web research using mass balance 

correction models. Limnology and Oceanography, 52: 2135–2146. 

Solan, M., Hauton, C., Godbold, J. A., Wood, C. L., Leighton, T. G., and White, P. 2016. 

Anthropogenic sources of underwater sound can modify how sediment-dwelling 

invertebrates mediate ecosystem properties. Scientific Reports, 6: 1–9. Nature Publishing 

Group. 

Soldal, A. V., Svellingen, I., Jørgensen, T., and Løkkeborg, S. 2002. Rigs-to-reefs in the North 

Sea: Hydroacoustic quantification of fish in the vicinity of a ‘semi-cold’ platform. ICES 

Journal of Marine Science, 59: S281–S287. 

Soma, K., van den Burg, S. W. K., Selnes, T., and van der Heide, C. M. 2019. Assessing social 

innovation across offshore sectors in the Dutch North Sea. Ocean and Coastal 

Management, 167: 42–51.  

St John, J. 1999. Ontogenetic changes in the diet of the coral reef grouper grouper 

Plectropomus leopardus (Serranidae): patterns in taxa, size and habitat of prey. Marine 

Ecology Progress Series, 180: 233–246. 

Stapp, P. 2002. Stable isotopes reveal evidence of predation by ship rats on seabirds on the 

Shiant Islands, Scotland. Journal of Applied Ecology 39, 831-840. 

Statistica. 2018. Number of offshore rigs worldwide by region 2018. 

Steele, J. H. 1974. The structure of marine ecosystems. Cambridge University Press, Cambridge. 

Stephenson, T. A. 1925. On a new British sea anemone. Journal of the Marine Biological 

Association of the United Kingdom, 13: 880–890. 

Stone, R. B., Pratt, H. L., Parker, R. O., and Davis, G. E. 1979. A comparison of fish populations 

on an artificial and natural reef in the Florida Keys. Marine Fisheries Review, 41: 1–11. 

Stoner, A. W., and Zimmerman, R. J. 1988. Food pathways associated with penaeid shrimps in 

a mangrove-fringed estuary. Fishery Bulletin 86, 543-551. 

Svanbäck, R., and Bolnick, D. I. 2007. Intraspecific competition drives increased resource use 

diversity within a natural population. Proceedings of the Royal Society B: Biological 

Sciences, 274: 839–844. 

Svane, I., and Petersen, J. K. 2001. On the problems of epibioses, fouling and artificial reefs, a 

review. Marine Ecology, 22: 169–188. 

Svensson, J. R., and Marshall, D. J. 2015. Limiting resources in sessile systems: Food enhances 

diversity and growth of suspension feeders despite available space. Ecology, 96: 819–

827. 

Swanson, H. K., Lysy, M., Power, M., Stasko, A. D., Johnson, J. D., and Reist, J. D. 2015. A new 

probabilistic method for quantifying n-dimensional ecological niches and niche overlap. 

Ecology, 96: 318–324. 

Sweetman, A. K., Middelburg, J. J., Berle, A. M., Bernardino, A. F., Schander, C., Demopoulos, A. 

W. J., Smith, C. R. 2010. Impacts of exotic mangrove forests and mangrove deforestation 

on carbon remineralization and ecosystem functioning in marine sediments. 

Biogeosciences 7, 2129-2145. 

Tabak, M. A., Anderson, O. R. J., Robb, G., Poncet, S., Passfield, K., Martinez, M. G., and Martinez 



References  251 

Del Rio, C. 2016. Comparative isotopic natural history of two native passerines 

(Troglodytes cobbi and Cinclodes antarcticus) and the invasive rats (Rattus norvegicus) 

that extirpate them. Austral Ecology, 41: 622–632. 

Taylor, D. 2004. Wind energy, in: Boyle G. (Eds.), Renewable Energy: Power for a sustainable 

future, Oxford University Press, Oxford, 244-293 pp. 

Tenore, K. R., and González, N. 1975. Food chain patterns in the Ría de Arosa, Spain: an area 

of intense mussel aquaculture. 

Thomas, C. D., Cameron, A., Green, R. E., Bakkenes, M., Beaumont, L. J., Collingham, Y. C., and 

Erasmus, B. F. N. 2004. Extinction risk from climate change. Nature, 427: 145–148. 

Thompson, R. M., Brose, U., Dunne, J. A., Hall, R. O. J., Hladyz, S., Kitching, R. L., Martinez, N. D., 

et al. 2012. Food webs: reconciling the structure and function of biodiversity. Trends in 

Ecology and Evolution, 27: 689–697.  

Thorman, S. 1986. Seasonal colonisation and effects of salinity and temperature on species 

richness and abundance of fish of some brackish and estuarine shallow waters in 

Sweden. Holarctic Ecology, 9: 126–132. 

Thums, M., Bradshaw, C. J. A., and Hindell, M. A. 2011. In situ measures of foraging success and 

prey encounter reveal marine habitat-dependent search strategies. Ecology, 92: 1258–

1270. 

Tilman, D. 1982. Resource competition and community structure. Princeton University Press, 

Princeton, New Jersey, USA. 

Tobias, C. R., Cieri, M., Peterson, B. J., Deegan, L. A., Vallino, J., and Hughes, J. 2003. Processing 

watershed-derived nitrogen in a well-flushed New England estuary. Limnology and 

Oceanography, 48: 1766–1778. 

Troost, T. A., Wijsman, J. W. M., Saraiva, S., and Freitas, V. 2010. Modelling shellfish growth with 

dynamic energy budget models: An application for cockles and mussels in the 

Oosterschelde (southwest Netherlands). Philosophical Transactions of the Royal Society 

B: Biological Sciences, 365: 3567–3577. 

Turnbull, L. A., Levine, J. M., Loreau, M., and Hector, A. 2013. Coexistence, niches and 

biodiversity effects on ecosystem functioning. Ecology Letters, 16: 116–127. 

Urzúa, Á., and Anger, K. 2013. Seasonal variations in larval biomass and biochemical 

composition of brown shrimp, Crangon crangon (Decapoda, Caridea), at hatching. 

Helgoland Marine Research, 67: 267–277. 

UNFCCC 1992. United Nations Framework Convention on Climate Change, Article 1: 

Definitions. 

Vafeiadou, A.-M., Adão, H., De Troch, M., and Moens, T. 2013. Sample acidification effects on 

carbon and nitrogen stable isotope ratios of macrofauna from a Zostera noltii bed. 

Marine and Freshwater Research, 64: 741.  

van Buuren, J. T. 1984. Ecological survey of a North Sea gas leak. Marine Pollution Bulletin, 15: 

305–307. 

Van Den Meersche, K., Van Rijswijk, P., Soetaert, K., and Middelburg, J. J. 2009. Autochthonous 

and allochthonous contributions to mesozooplankton diet in a tidal river and estuary: 

Integrating carbon isotope and fatty acid constraints. Limnology and Oceanography, 54: 

62–74. 

Van den Eynde, D. 2005. Numerieke modellering van het sedimenttransport ter hoogte van de 

Thorntonbank. Beheerseenheid van het Mathematisch Model van de Noordzee, 

CPOWER2/1/DVDE/200511/NL/TR/1, 23. 

Van den Eynde, D., Brabant, R., Fettweis, M., Francken, F., Melotte, J., Sas, M., and Van Lancker, 



252  References 

V. 2010. Monitoring of hydrodynamic and morphological changes at the C-Power and 

the Belwind offshore wind farm sites – A synthesis, in: Degraer, S., Brabant, R., Rumes, B. 

(Eds.), Offshore wind farms in the Belgian part of the North Sea: Early environmental 

impact assessment and spatiotemporal variability. Royal Belgian Institute of Natural 

Sciences, Management Unit of the North Sea Mathematical Models, Brussels, 19-36 pp. 

van der Stap, T., Coolen, J. W. P., and Lindeboom, H. J. 2016. Marine fouling assemblages on 

offshore gas platforms in the southern North Sea: Effects of depth and distance from 

shore on biodiversity. PLoS ONE, 11: 19–21. 

Van Ginderdeuren, K., Vandendriessche, S., Prössler, Y., Matola, H., Vincx, M., and Hostens, K. 

2014. Selective feeding by pelagic fish in the Belgian part of the North Sea. ICES Journal 

of Marine Science, 71: 808–820. 

van Nugteren, P., Herman, P. M. J., Moodley, L., Middelburg, J. J., Vos, M., and Heip, C. H. R. 

2009. Spatial distribution of detrital resources determines the outcome of competition 

between bacteria and a facultative detritivorous worm. Limnology and Oceanography, 

54: 1413–1419. 

van Oevelen, D., Soetaert, K., Franco, M. A., Moodley, L., Van IJzerloo, L., Vincx, M., and 

Vanaverbeke, J. 2009. Organic matter input and processing in two contrasting North Sea 

sediments: Insights from stable isotope and biomass data. Marine Ecology Progress 

Series, 380: 19–32. 

Van Valen, L. 1965. Morphological variation and width of ecological niche. The American 

Naturalist, 99: 377–390. 

Vandendriessche, S., Derweduwen, J., and Hostens, K. 2015. Equivocal effects of offshore wind 

farms in Belgium on soft substrate epibenthos and fish assemblages. Hydrobiologia, 

756: 19–35. Springer International Publishing. 

Vander Zanden, M. J., Casselman, J. M., and Rasmussen, J. B. 1999. Stable isotope evidence for 

the food web consequences of species invasions in lakes. Nature, 401: 464–467. 

Vanhellemont, Q., and Ruddick, K. 2014. Turbid wakes associated with offshore wind turbines 

observed with Landsat 8. Remote Sensing of Environment, 145: 105–115.  

Veigas, M., López, M., and Iglesias, G. 2014. Assessing the optimal location for a shoreline wave 

energy converter. Applied energy, 132: 404–411.  

Verween, A., Vincx, M., and Degraer, S. 2007. The effect of temperature and salinity on the 

survival of Mytilopsis leucophaeata larvae (Mollusca, Bivalvia): The search for 

environmental limits. Journal of Experimental Marine Biology and Ecology, 348: 111–

120. 

Villéger, S., Mason, N. W. H., and Mouillot, D. 2008. New multidimensional functional diversity 

indices for a multifaceted framework in functional ecology. Ecology, 89: 2290–2301. 

Violle, C., Nemergut, D. R., Pu, Z., and Jiang, L. 2011. Phylogenetic limiting similarity and 

competitive exclusion. Ecology Letters, 14: 782–787. 

Violle, C., Enquist, B. J., Mcgill, B. J., Jiang, L., Albert, C. H., Hulshof, C., Jung, V., et al. 2012. The 

return of the variance: intraspecific variability in community ecology. Trends in Ecology 

and Evolution, 27: 244–252. 

Vokhshoori, N. L., and McCarthy, M. D. 2014. Compound-specific δ15N amino acid 

measurements in littoral mussels in the California upwelling ecosystem: A new approach 

to generating baseline δ15N isoscapes for coastal ecosystems. PLoS ONE, 9: e98087. 

Wahl, M. 1989. Marine epibiosis. I. Fouling and antifouling: some basic aspects. Marine Ecology 

Progress Series, 58: 175–189. 

Wakeham, S. G., Lee, C., Farrington, J. W., and Gagosian, R. B. 1984. Biogeochemistry of 



References  253 

particulate organic matter in the oceans: results from sediment trap experiments. Deep 

Sea Research Part A, Oceanographic Research Papers, 31: 509–528. 

Walther, G., Post, E., Convey, P., Menzel, A., Parmesan, C., Beebee, T. J. C., Fromentin, J.-M., et 

al. 2002. Ecological responses to recent climate change. Nature, 416: 389–395. 

Ward, J. E., and Shumway, S. E. 2004. Separating the grain from the chaff: Particle selection in 

suspension- and deposit-feeding bivalves. Journal of Experimental Marine Biology and 

Ecology, 300: 83–130. 

Ware, S., Bolam, S. G., and Rees, H. L. 2010. Impact and recovery associated with the deposition 

of capital dredgings at UK disposal sites: Lessons for future licensing and monitoring. 

Marine Pollution Bulletin, 60: 79–90.  

Warner, G. F., Woodley, J. D. 1975. Suspension-feeding in the brittle-star Ophiothrix fragilis. 

Journal of the Marine Biological Association of the United Kingdom, 55: 199–210. 

Warner, G. F. 1971. On the ecology of a dense bed of the brittle-star Ophiothrix fragilis. Journal 

of the Marine Biological Association of the United Kingdom, 51: 267–282. 

Warry, F. Y., Reich, P., Cook, P. L. M., Mac Nally, R., Thomson, J. R., and Woodland, R. J. 2016. 

Nitrogen loads influence trophic organization of estuarine fish assemblages. Functional 

Ecology, 30: 1723–1733. 

Wernberg, T., Russell, B. D., Thomsen, M. S., and Connell, S. D. 2014. Marine biodiversity and 

climate change. in: Freedman, B. (Eds.), Global Environmental Change. 181-187 pp. 

Whitaker, D., and Christman, M. 2015. Package ‘ clustsig ’. R topics documented: 1–7. 

Whitehouse, R. J. S., Harris, J. M., Sutherland, J., and Rees, J. 2011. The nature of scour 

development and scour protection at offshore windfarm foundations. Marine Pollution 

Bulletin, 62: 73–88.  

Whomersley, P. P., and Picken, G. B. O. 2003. Long-term dynamics of fouling communities 

found on offshore installations in the North Sea. Journal of the Marine Biological 

Association of the United Kingdom: 897–901. 

Wilding, T. A. 2014. Effects of man-made structures on sedimentary oxygenation: Extent, 

seasonality and implications for offshore renewables. Marine Environmental Research, 

97: 39-47. 

Wilhelmsson, D., Malm, T., and Ohman, M. C. 2006a. The influence of offshore windpower on 

demersal fish. ICES Journal of Marine Science, 63: 775–784. 

Wilhelmsson, D., Yahya, S. A. S., and Öhman, M. C. 2006b. Effects of high-relief structures on 

cold temperate fish assemblages : A field experiment. Marine Biology Research, 2: 136–

147. 

Wilhelmsson, D., and Malm, T. 2008. Fouling assemblages on offshore wind power plants and 

adjacent substrata. Estuarine, Coastal and Shelf Science, 79: 459–466. 

Wilson, J. C., and Elliott, M. 2009. The habitat-creation potential of offshore wind farms. Wind 

Energy, 12: 203–212. 

Wilson, J. G., and Parkes, A. 1998. Network analysis of the energy flow through the Dublin Bay 

ecosystem. Biology and Environment: Proceedings of the Royal Irish Academy, 98: 179–

190. 

Wind Power Monthly. The windicator. Various issues, 2001. 

WindEurope. 2018. Offshore wind in Europe – Key trends and Statistics. https:// 

windeurope.org/wp-content/uploads/files/about-wind/statistics/WindEurope- Annual-

Offshore-Statistics-2017.pdf 

WindEurope. 2020. Offshore wind in Europe - Key trends and Statistics 2019. 

Witte, U., Aberle, N., Sand, M., and Wenzhöfer, F. 2003a. Rapid response of a deep-sea benthic 



254  References 

community to POM enrichment: an in-situ experimental study. Marine Ecology Progress 

Series, 251: 27–36.  

Witte, U., Wenzhöfer, F., Sommer, S., Boetius, A., Heinz, P., Aberle, N., Sand, M., et al. 2003b. In 

situ experimental evidence of the fate of a phytodetritus pulse at the abyssal sea floor. 

Nature, 424: 763–766. 

Witteveen, B. H., and Wynne, K. M. 2016. Trophic niche partitioning and diet composition of 

sympatric fin (Balaenoptera physalus) and humpback whales (Megaptera novaeangliae) 

in the Gulf of Alaska revealed through stable isotope analysis. Marine Mammal Science, 

32: 1319–1339. 

Wong, W. H., and Levinton, J. S. 2006. The trophic linkage between zooplankton and benthic 

suspension feeders: Direct evidence from analyses of bivalve faecal pellets. Marine 

Biology, 148: 799–805. 

Woulds, C., Cowie, G. L., Levin, L. A., Andersson, J. H., Middelburg, J. J., Vandewiele, S., Lamont, 

P. A., et al. 2007. Oxygen as a control on seafloor biological communities and their roles 

in sedimentary carbon cycling. Limnology and Oceanography, 52: 1698–1709. 

Woulds, C., Andersson, J. H., Cowie, G. L., Middelburg, J. J., and Levin, L. A. 2009. The short-

term fate of organic carbon in marine sediments: Comparing the Pakistan margin to 

other regions. Deep-Sea Research Part II: Topical Studies in Oceanography, 56: 393–402.  

Woulds, C., Bouillon, S., Cowie, G. L., Drake, E., Middelburg, J. J., and Witte, U. 2016. Patterns of 

carbon processing at the seafloor: The role of faunal and microbial communities in 

moderating carbon flows. Biogeosciences, 13: 4343–4357. 

Wright, S. R., Lynam, C. P., Righton, D. A., Metcalfe, J., Hunter, E., Riley, A., Garcia, L., et al. 2020. 

Structure in a sea of sand: fish abundance in relation to man-made structures in the 

North Sea. ICES Journal of Marine Science, 77: 1206–1218. 

Wu, Z., Zhang, X., Dromard, C. R., Tweedley, J. R., and Loneragan, N. R. 2019. Partitioning of 

food resources among three sympatric scorpionfish (Scorpaeniformes) in coastal waters 

of the northern Yellow Sea. Hydrobiologia, 826: 331–351.  

Yamada, Y., and Ikeda, T. 2006. Production, metabolism and trophic importance of four pelagic 

amphipods in the Oyashio region, western subarctic Pacific. Marine Ecology Progress 

Series, 308: 155–163. 

Yurkowski, D. J., Hussey, N. E., Ferguson, S. H., and Fisk, A. T. 2018. A temporal shift in trophic 

diversity among a predator assemblage in a warming Arctic. Royal Society Open Science, 

5. 

Zhang, Y., DeLaney, K., Hui, L., Wang, J., Sturm, R. M., and Li, L. 2018. A multifaceted mass 

spectrometric method to probe feeding related neuropeptide changes in Callinectes 

sapidus and Carcinus maenas. Journal of the American Society for Mass Spectrometry, 

29: 948–960. Journal of The American Society for Mass Spectrometry. 

Zintzen, V. 2007. Biodiversity of shipwrecks from the Southern Bight of the North Sea. PhD 

thesis, Université Catholique de Louvain, Leuven. 337 pp. 

Zintzen, V., Norro, A., Massin, C., and Mallefet, J. 2008. Temporal variation of Tubularia indivisa 

(Cnidaria, Tubulariidae) and associated epizoites on artificial habitat communities in the 

North Sea. Marine Biology, 153: 405–420. 

 

 

 


