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Summary	
 

Benthic macrofauna in the dynamic intertidal  
 
Benthic macrofauna are a key component of intertidal ecosystems. Not only do they provide food 
for birds and fish, their mobility and behavior determine processes like nutrient cycling and the 
biogeomorphic development of intertidal flats. Local environmental conditions shape benthic 
macrofauna assemblages as well as the functions these perform. Because benthic macrofauna 
assemblages and behavior underpin many ecosystem services, it is vital to know how they respond 
to the highly variable environment of the intertidal.  
 
While benthic macrofauna are adapted to living in their constantly shifting intertidal habitat, 
unsuitable conditions can test the limits of their tolerance. Beyond the daily and seasonal cycles 
of sediment erosion and deposition caused by waves and tides, intertidal sediments may undergo 
extreme sediment dynamics during storms. Sudden and severe sediment erosion can have 
devastating consequences for benthic macrofauna. Environmental extremes, including the 
frequency and magnitude of storms, will only increase with climate change.  
 
In addition to facing increasing climactic extremes, the intertidal environment also experiences 
sustained anthropogenic stress. Restoration initiatives are used to counteract the degradation of 
benthic macrofauna habitat. Even though restoration initiatives are intended to have beneficial 
outcomes for benthic macrofauna, they can be highly disruptive. Such measures will bring about 
concurrent rapid change in abiotic and biotic characteristics of an intertidal system.  
 
This thesis seeks to address how benthic macrofauna respond to dynamic sediment drivers in an 
era of increasing climactic and anthropogenic pressure. Individual responses, such as behavioral 
adjustments, will vary depending on the resilience traits of different species and life-cycle stages. 
These responses will affect population trajectories and the composition of intertidal benthic 
macrofauna assemblages. By exploring the effects of sediment dynamics on benthic macrofauna, 
we can help clarify the complex animal-sediment interactions that occur on intertidal flats which 
underpin their ecosystem services. Finally, the findings of this thesis can be applied towards 
improving the design of restoration initiative for benthic macrofauna habitat and increasing our 
understanding of the resilience of benthic macrofauna assemblages to climate change.  
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Sediment bulk density effects on benthic macrofauna (Chapter 2) 
 
Benthic macrofauna assemblages change composition depending on physical attributes of their 
local environment, such as sediment grain size, or the strength of hydrodynamics. Sediment bulk 
density (dry sediment weight per sediment wet volume) is an important characteristic of intertidal 
geomorphology, but its effects on benthic macrofauna are poorly studied. In Chapter 2, we 
performed a mesocosm experiment where we investigated the effect of bulk density on the 
burrowing rate, burrowing depth, bioturbation activity, and oxygen consumption of bivalves 
(Macoma balthica, Scrobicularia plana, Cerastoderma edule) and polychaetes (Hediste 
diversicolor, and Arenicola marina). Overall, we found that bulk density had a strong effect on 
benthic macrofauna behavior. Benthic macrofauna burrowed faster and bioturbated more intensely 
in soft sediments with low bulk density, regardless of grain size.  
 

Bivalve resilience to storm-induced erosion (Chapters 3 & 4) 
 
The intensification of extreme climactic disturbances, like winter storms, will alter the erosion 
dynamics of tidal flats. Slow-moving bivalves may be particularly impacted by storms due to their 
limited ability to escape extreme storm-induced erosion. In Chapters 3 and 4, we explore species 
and size-dependent traits that may confer resiliency on bivalve species against storm erosion. In 
both chapters, we use a novel flume method to examine the erodibility of bivalves (Cerastoderma 
edule, Ruditapes philippinarum, and Macoma balthica) in an experimental setting.  
 
Chapter 3 concerns native vs. invasive species adaptations to storm-induced sediment erosion. 
Invasive species are highly adaptable to a wide range of abiotic characteristics, and this 
adaptability may make them better able to withstand erosion events. In this chapter, we concluded 
that the native C. edule and non-indigenous R philippinarum have different strategies to avoid 
mortality by severe storm erosion: C. edule avoided being surfaced and R. philippinarum avoided 
being transported. In this case, it appears that extreme storms favor the specific adaptations of a 
native species over the broad adaptability of a non-indigenous one. Indeed, C. edule may be more 
likely to survive moderately extreme storms than R. philippinarum, though the most extreme 
storms would be equally devastating to both species.  
 
In Chapter 4, we examined how size-dependent vulnerabilities towards storms may impact 
population recovery after such storms. We uncovered a size-dependent bivalve erosion 
relationship in the flume and applied it to an age-structured model of M. balthica populations in 
the Scheldt, which revealed that the total impact of a single extreme storm event is much greater 
in a population with size-dependent storm mortality than in one without. Storm-induced erosion 
events could change the diversity of tidal flat communities by selecting for species that can better 
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tolerate such disturbances. Due to localized extreme storm-induced sediment erosion and high 
larval dispersal, bivalve population resilience to extreme storm-induced sediment erosion may 
persist on a landscape scale, while on a local scale we may expect a larger contrast in bivalve 
population trajectories and viability between wave-exposed and unexposed tidal flats. 
 

Improving benthic macrofauna habitat with human intervention 
(Chapter 5) 
 
Creating physical modifications which are beneficial to an intertidal system’s ecology necessitates 
a good understanding of the relationships between the abiotic and biotic components of a given 
intertidal habitat. In Chapter 5, we evaluated how abiotic characteristics drive the development 
of the benthic macrofauna community during the first five years following engineering measures 
to enhance benthic macrofauna biomass and diversity at three case studies in the Western Scheldt, 
the Netherlands, from project initiation in 2015 or 2016, until 2020. We examined the concurrent 
development of the hydrogeomorphology and benthic macrofauna community using multivariate 
methods. We conclude that while a low-dynamic habitat may harbor more diverse assemblages of 
benthic macrofauna than a high-dynamic one, extremely high silt content, which is typical for low-
dynamic habitats, may slow the benthic community development.  
 

Key management implications 
 
Our studies support the value of low-dynamic (calm, sheltered) habitats for benthic macrofauna 
assemblages. We found that low-dynamic habitat may increase the biomass and diversity of 
benthic macrofauna assemblages that perform desirable ecosystem functions, such as feeding 
migratory birds (Chapter 5). While the difference between low-dynamic and high-dynamic 
habitat is typically defined by hydrodynamic conditions (e.g. current velocity more or less than 0.6 
m/s), our studies suggest that erosion events play a key role in driving the differences between 
assemblages of benthic macrofauna in these habitats (Chapter 3 and 4). Indeed, low-dynamic 
habitat conditions may provide shelter for slow-moving benthic macrofauna species against 
sudden and severe sediment erosion produced by increasingly severe storm events (Chapter 3 and 
4). However, sediments in low-dynamic habitat tend towards extremely high silt content (Chapter 
5). This could slow the development of benthic macrofauna biomass (Chapter 5), perhaps due to 
stress caused by extreme sediment bulk density (Chapter 2). Finally, though low-dynamic habitat 
provides benefits for certain benthic macrofauna assemblages, restoration efforts shouldn’t only 
target one set of conditions because habitat homogeneity decreases the assemblage diversity, and 
thus the resilience, of intertidal systems (Chapter 5 and discussion in Chapter 6).
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Samenvatting	
 

Benthische macrofauna in het dynamische intergetijdengebied  
 
Benthische macrofauna zijn een essentieel onderdeel van intergetijdenecosystemen. Ze leveren 
niet alleen voedsel voor vogels en vissen, maar hun mobiliteit en gedrag beïnvloeden ook 
processen als de nutriëntencyclus en de biogeomorfologische ontwikkeling van 
intergetijdengebieden. Lokale milieuomstandigheden bepalen de bentische macrofauna 
samenstellingen en de functies die deze vervullen. Aangezien de samenstelling en het gedrag van 
benthische macrofauna de basis vormt voor veel ecosysteemdiensten, is het van groot belang te 
weten hoe zij reageren op de sterk wisselende milieuomstandigheden in het intergetijdengebied.  
 
Hoewel benthische macrofauna zijn aangepast aan het leven in hun voortdurend veranderende 
intergetijdenhabitat, kunnen ongeschikte omstandigheden de grenzen van hun tolerantie op de 
proef stellen. Naast de dagelijkse en seizoensgebonden cycli van erosie en accretie van sediment 
door golven en getijden, kan extreme sedimentdynamiek plaatsvinden in intergetijdengebieden 
tijdens stormen. Plotselinge en extreme sedimenterosie kan verwoestende gevolgen hebben voor 
benthische macrofauna. Extreme milieuomstandigheden, waaronder de frequentie en omvang van 
stormen, zullen door klimaatverandering alleen maar toenemen.  
 
Het intergetijdengebied wordt niet alleen geconfronteerd met toenemende klimaatextremen, maar 
ook met aanhoudende antropogene stress. Herstelinitiatieven kunnen worden gebruikt om de 
degradatie van de habitat van benthische macrofauna tegen te gaan. Hoewel herstelinitiatieven 
bedoeld zijn om gunstige resultaten op te leveren voor de bentische macrofauna, kunnen zij zeer 
verstorend zijn. Dergelijke maatregelen leiden tot een gelijktijdige snelle verandering van de 
abiotische en biotische kenmerken van een intergetijdensysteem.  
 
Deze thesis tracht na te gaan hoe benthische macrofauna reageren op sedimentdynamiek in een 
tijdperk van toenemende klimatologische en antropogene druk. Individuele reacties, zoals 
gedragsaanpassingen, zullen variëren afhankelijk van de veerkracht van verschillende soorten en 
de levensstadia. Deze reacties zullen de populatietrajecten en de samenstelling van intertidale 
benthische macrofauna beïnvloeden. Door de effecten van sedimentdynamiek op benthische 
macrofauna te onderzoeken, kunnen we de complexe interacties tussen dieren en sedimenten in 
intergetijdengebieden, die ten grondslag liggen aan hun ecosysteemdiensten, helpen 
verduidelijken. Ten slotte kunnen de bevindingen van dit proefschift worden toegepast om het 
ontwerp van herstelinitiatieven voor habitats van benthische macrofauna te verbeteren en ons 
begrip van de veerkracht van benthische macrofauna onder klimaatverandering te vergroten.  
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Effecten van sediment bulkdichtheid op bentische macrofauna 
(Hoofdstuk 2) 
 
Benthische macrofauna gemeenschappen veranderen van samenstelling afhankelijk van fysieke 
eigenschappen van hun lokale omgeving, zoals de korrelgrootte van het sediment of de sterkte van 
de hydrodynamica. Bulkdichtheid van sediment (droog sedimentgewicht per nat sedimentvolume) 
is een belangrijk kenmerk van intergetijdengeomorfologie, maar de effecten ervan op benthische 
macrofauna zijn nauwelijks bestudeerd. In Hoofdstuk 2 hebben we een mesocosm experiment 
uitgevoerd waarbij we het effect van bulkdichtheid op de graafsnelheid, graafdiepte, bioturbatie 
activiteit en zuurstofverbruik van tweekleppigen (Macoma balthica, Scrobicularia plana, 
Cerastoderma edule) en polychaeten (Hediste diversicolor, en Arenicola marina) onderzocht. In 
het algemeen vonden we dat de bulkdichtheid een sterk effect had op het gedrag van benthische 
macrofauna. Benthische macrofauna groef sneller en bioturbeerde intensiever in zachte 
sedimenten met een lage bulkdichtheid, ongeacht de korrelgrootte.  
 

Weerstand van tweekleppigen tegen stormerosie (Hoofdstukken 3 en 
4) 
 
De intensivering van extreme klimatologische verstoringen, zoals winterstormen, zal de 
erosiedynamiek van wadplaten veranderen. Langzaam bewegende tweekleppigen kunnen in het 
bijzonder getroffen worden door stormen omdat ze slechts in beperkte mate kunnen ontsnappen 
aan erosie door extreme stormen. In Hoofdstukken 3 en 4 onderzoeken we hoe de bestendigheid 
tegen stormerosie van tweekleppigen afhankelijk is van soort en grootte. In beide hoofdstukken 
gebruiken we nieuwe stroomgoten om de erodeerbaarheid van tweekleppigen (Cerastoderma 
edule, Ruditapes philippinarum en Macoma balthica) in een experimentele omgeving te 
onderzoeken.  
 
Hoofdstuk 3 betreft de aanpassing van inheems versus niet-inheems soorten aan door stormen 
veroorzaakte sedimenterosie. Invasieve soorten kunnen zich in hoge mate aanpassen aan een groot 
aantal abiotische kenmerken en dit aanpassingsvermogen maakt hen wellicht beter bestand tegen 
erosie. In dit hoofdstuk concludeerden we dat de inheemse C. edule en de niet-inheemse R. 
philippinarum verschillende strategieën hebben om sterfte door zware stormerosie te vermijden: 
C. edule vermeed aan de oppervlakte te komen liggen en R. philippinarum vermeed transport. In 
dit geval blijkt dat extreme stormen de specifieke aanpassingen van een inheemse soort 
bevoordelen boven het brede aanpassingsvermogen van een niet-inheemse soort. C. edule kan 
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namelijk beter gematigd extreme stormen overleven dan R. philippinarum, hoewel de meest 
extreme stormen voor beide soorten even verwoestend zouden zijn.  
 
In Hoofdstuk 4 hebben we onderzocht hoe de kwetsbaarheid voor stormen, die afhankelijk is van 
de grootte van de tweekleppigen, het herstel van de populatie na dergelijke stormen kan 
beïnvloeden. We ontdekten in de stroomgoot dat de erosie van tweekleppigen afhankelijk is van 
grootte en pasten dit toe op een leeftijdsgestructureerd model van M. balthica populaties in de 
Schelde. Hieruit bleek dat de totale impact van één enkele extreme storm veel groter is in een 
populatie waar mortaliteit door stormen afhankelijk is van grootte dan in een populatie waar dit 
niet het geval is. Door stormerosie kan de diversiteit van samenstellingen in het slikveranderen 
door selectie van soorten die dergelijke verstoringen beter verdragen. Als gevolg van lokale 
extreme stormerosie en de grote verspreiding van larven, kan de veerkracht van tweekleppige 
populaties bij extreme stormerosie op landschapsschaal blijven bestaan. Op lokale schaal kunnen 
we echter een groter contrast verwachten in het populatietraject en de levensvatbaarheid van 
tweekleppigen tussen slikplaten die aan golven zijn blootgesteld en slikplaten die niet aan golven 
zijn blootgesteld. 
 

Verbetering van de benthische macrofauna door menselijke ingrepen 
(Hoofdstuk 5) 
 
Het aanbrengen van fysieke aanpassingen die gunstig zijn voor de ecologie van een 
intergetijdensysteem vereist veel inzicht in de relaties tussen de abiotische en biotische 
componenten van een bepaalde intergetijdenhabitat. In Hoofdstuk 5 hebben we geëvalueerd hoe 
abiotische kenmerken de ontwikkeling van de bentische macrofaunagemeenschap beïnvloeden 
gedurende de eerste vijf jaar na de uitvoering van technische maatregelen ter verbetering van de 
biomassa en diversiteit van benthische macrofauna in drie case studies in de Westerschelde, 
Nederland, vanaf de start van het project in 2015 of 2016 tot 2020. We onderzochten de 
gelijktijdige ontwikkeling van de hydrogeomorfologie en de benthische macrofaunagemeenschap 
met behulp van multivariate statistiek. We concluderen dat een laagdynamische habitat weliswaar 
een meer diverse samenstelling van benthische macrofauna kan herbergen dan een 
hoogdynamische, maar dat een extreem hoog slibgehalte, dat typisch is voor laagdynamische 
habitats, de ontwikkeling van de benthische gemeenschap kan vertragen.  
 

Belangrijke gevolgen voor het beheer 
 
Onze studies ondersteunen de waarde van laagdynamische (rustige, beschutte) habitats voor 
bentische macrofauna samenstellingen. Laagdynamische habitats kunnen de biomassa en de 
diversiteit van benthische macrofauna verhogen die wenselijke ecosysteemfuncties vervullen, 
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zoals het voeden van trekvogels (Hoofdstuk 5). Hoewel het verschil tussen laagdynamische en 
hoogdynamische habitats doorgaans wordt bepaald door de hydrodynamische omstandigheden 
(bv. stroomsnelheid meer of minder dan 0,6 m/s), blijkt uit onze studies dat stormerosie een 
belangrijke rol spelen bij de verschillen tussen de samenstellingen van benthische macrofauna in 
deze habitats (Hoofdstukken 3 en 4). Bovendien kunnen laagdynamische habitats langzaam 
bewegende benthische macrofaunasoorten beschutting bieden tegen plotselinge en ernstige 
sedimenterosie als gevolg van steeds intensere stormen (Hoofdstukken 3 en 4). Sedimenten in 
laagdynamische habitats neigen echter naar een extreem hoog slibgehalte dat de ontwikkeling van 
de bentische macrofauna biomassa kan vertragen (Hoofdstuk 5), wellicht als gevolg van stress 
door de extreem bulkdichtheid van het sediment (Hoofdstuk 2). Hoewel een laagdynamische 
habitat voordelen oplevert voor bepaalde gemeenschappen van benthische macrofauna, moeten 
herstelinspanningen niet alleen gericht zijn op één reeks omstandigheden, omdat homogeniteit van 
de habitat de diversiteit, en dus de veerkracht, van de gemeenschappen, in intergetijdensystemen 
vermindert (Hoofdstuk 5 en discussie in Hoofdstuk 6).
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Chapter	1	
 

General	introduction	
 
Lauren E. Wiesebron 
 
 

The marine intertidal environment: a challenging home 
 
It’s difficult to live in the intertidal. Intertidal inhabitants must withstand daily switches from dry 
land to ocean, and the seesawing food availability, shelter, and predators that tides entail. Not only 
that, but estuaries are very dynamic environments, where factors like salinity and nutrient import 
are constantly changing. So the animals that live in the intertidal, and in estuarine areas in 
particular, must be well-adapted to these conditions, which means that they are extremely resilient 
creatures and tolerant of large environmental changes (Gray and Elliott 2009). Despite the 
challenges of living in the intertidal, many creatures call it their home and are well-suited to the 
harsh and constantly changing conditions. One group of highly successful inhabitants of the 
intertidal are called benthic, or bottom-dwelling, macrofauna.  
 

The many ecosystem services of benthic macrofauna depend on their 
assemblages and behavior  
 
Benthic macrofauna are invertebrates that are larger than 5 mm and live in marine sediments. In 
the intertidal, these animals perform many functions (Aller 1994, Gray & Elliott 2009). They 
provide food for birds and fish (Piersma et al. 1993, Bocher et al. 2014) and drive many 
biogeochemical processes on tidal flats such as nutrient cycling (Kristensen 1988), organic matter 
decomposition (Levin et al. 2001), and pollutant removal. They also engineer their environment 
(Jones et al. 1997) by, for example, trapping and eroding sediment. Not only does this 
environmental engineering, or bioturbation, change the geomorphology of the tidal flat, but it can 
improve the surrounding habitat for other organisms (Mermillod-Blondin et al. 2004, Sturdivant 
& Shimizu 2017). Thus, benthic macrofauna are integral to the functioning of intertidal ecosystems 
and provide many ecosystem services.  
 
The type of ecosystem services the benthic macrofauna provide depends largely on the species that 
makeup the assemblages and their behaviors. Different species perform different kinds of 
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functions, such as distinct manners of bioturbation. For example, certain species, like 
Cerastoderma edule mix the top layer of sediment with their shallow burrowing (Li et al. 2017), 
while others, like the polychaete Hediste diversicolor, create burrows that oxygenate the sediment 
and stimulate the microbial community (Mermillod-Blondin et al. 2004). A benthic community 
that is dominated by bivalves will feed different predators than one that is dominated by 
polychaetes. Furthermore, the behavior of certain species can also drive macrobenthic invertebrate 
community composition. For example, because the depth to which an animal burrows in the marine 
sediment determines the depth of the layer which it oxygenates (Sturdivant and Shimizu 2017), 
burrowing deeper or shallower will impact the extent of the habitable zone that animal creates for 
other organisms. Because the assemblages and behavior of benthic macrofauna underpin many 
ecosystem services, it is vital to know what processes affect them. 

 
Figure 1: Cross-section of sediment showing common benthic macrofauna in low-dynamic habitat in the 
Scheldt estuary. From left to right: Macoma balthica, Hediste diversicolor, Cerastoderma edule, 
Scrobicularia plana, Corophium volutator, Arenicola marina. These modify their environment through 
bioturbation. M. balthica, C. edule, and S. plana are slow moving bivalves, and mix the sediment at different 
depths through by moving their siphons and pumping water during feeding. H. diversicolor is an 
omnivorous polychaete and crawls through extensive gallery burrows. A. marina is a slow-moving, deposit-
feeding polychaete which creates distinctive fecal mounds on the sediment surface. The amphipod C. 
volutator frequently occurs at high densities and its bioturbation activity can have a huge impact on the 
surface sediment structure. See Chapter 2 for more descriptions on these benthic macrofauna (except C. 
volutator). 
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Benthic macrofauna assemblages and behavior change depending on 
their environment 
 
One of the most important factors that affects the behavior and assemblages of benthic macrofauna 
is their environment (Ysebaert & Herman 2002). While benthic macrofauna are very resilient 
creatures and are adapted to living in a highly variable environment (Ellis et al. 2000), they are 
better suited to certain environmental characteristics than others. The suite of environmental 
characteristics that they prefer to inhabit is called their niche. Niches vary between species and 
within species, depending on their life history. For example, juveniles of bivalve M. balthica prefer 
to live higher in the intertidal than adults to avoid predation by shrimp (Hiddink & Wolff 2002). 
If species have overlapping niches, then they can live in the same habitats. Besides environmental 
preferences, biotic interactions such as competitions and predator-prey relationships will also 
determine the species that make-up an assemblage, however, these biotic interactions also change 
depending on the environment in which they take place (Menge & Sutherland 1987). Because 
species are adapted to different niches, different assemblages of species will live in different 
habitats.  
 
Furthermore, benthic macrofauna change their behavior depending on their environmental 
conditions (Fig. 2). Changing behavior is a way to adjust to the extremely variable environment of 
the intertidal. For example, depending on the food availability and the water flow, a bivalve like 
Macoma balthica may use its siphon to either filter overlying water or to vacuum food particles 
from the sediment surface (Olafsson 1986, Peterson & Skilleter 1994). Changes in the behavior of 
benthic macrofauna also results in changes to their ecosystem function. For example, the crab 
Austrohelice crassa extends the water-sediment interface seven times deeper in muddy sediment 
where it builds burrows, than in sandy sediment where it plows through the surface layer (Needham 
et al. 2010). In the end, not only do benthic macrofauna change their behavior under different 
environmental conditions, but their ecosystem functions change as well.  
 

Sediment properties are an important environmental characteristic 
which affect benthic macrofauna  
  
By definition, benthic (meaning bottom-dwelling) macrofauna live in sediment, and so it is 
unsurprising that sediment properties are key factors that determine the quality of their habitat. 
Different species will have niches along different portions of the spectrum of possible values for 
an environmental characteristic (Fig. 2, Ysebaert and Herman 2002; Cozzoli et al. 2013). In 
particular, benthic macrofauna assemblages have been long-known to change along the sediment 
grain size gradient (Ysebaert et al. 2002) and these assemblages are frequently classified as 
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“muddy” or “sandy”. Not only do assemblages change depending on sediment grain size, but so 
do behaviors. For example, the bivalve Macomona liliana moves its siphon less in muddy sediment 
than sandy sediment (McCartain et al. 2017). Other, less well-studied sediment characteristics may 
also impact the assemblages and behavior of macrofauna species.  
 

 
 
Figure 2: Schematic of benthic macrofauna— sediment interactions. Benthic macrofauna can change their 
behavior to better withstand their environment and their engineering behavior changes sediment properties. 
On the other hand, sediment properties determine the habitat quality for the benthic macrofauna, which 
affects the species composition. The benthic macrofauna (silhouettes from www.phylopic.org) depicted are 
three crustaceans, three mollusks, and three polychaetes that are common to the Scheldt. 
 

Intertidal sediments are not static  
 
In the dynamic estuarine environment, sediments are never in a stable state. These undergo cycles 
of erosion and deposition due to waves, tides (Hu et al. 2018), and seasons (Van Colen et al. 2014). 
The strength of the sediment dynamics is driven by the system’s hydrodynamics. An intertidal area 
that is calm and sheltered and experiences low hydrodynamic forcing (low-dynamic habitat is 
loosely defined as having mean current velocity less than 0.5 m/s) will typically have fine-grained 
sediment and a less substantial erosion and deposition cycle, whereas a high-dynamic system tends 
to have coarser-grained sediment and a stronger sediment erosion and deposition cycle. 
Furthermore, biota can also contribute to sediment stabilization (De Backer et al. 2010) and 
destabilization (Montserrat et al. 2008). Sediment dynamics greatly impact benthic macrofauna 
behavior as many animals adjust their position in the sediment due to the constant erosion and 
deposition of their sedimentary habitat. In addition, sediment dynamics affect benthic macrofauna 
recruitment success (Bouma et al. 2001) and the dispersal of juveniles (Hunt 2004).  
 
It is important not only to consider how the mean conditions of sediment dynamics affect benthic 
macrofauna, but also how they respond to extremes. Beyond the constant daily and seasonal cycles, 
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intertidal systems also experience extreme sediment dynamics during storms, which can have 
devastating consequences for benthic macrofauna due to rapid erosion (Yeo & Risk 1979) or 
deposition (Lohrer et al. 2006). Environmental extremes, including the frequency and magnitude 
of storms, will only increase with climate change (Stocker et al. 2013). The ability to tolerate 
extremes in sediment dynamics may become more important for determining benthic macrofauna 
assemblages in the future.  
 

Sediment conditions vary widely due to direct anthropogenic 
intervention 
 
In addition to increasing extremes in sediment dynamics due to climate changes, environmental 
conditions also change due to direct anthropogenic intervention. Indeed, coastal areas are some of 
the most widely used and impacted areas in the world (Murray et al. 2019), and human activity 
from different land use, pollution, overfishing etc. greatly affects the sedimentary conditions that 
benthic macrofauna live in.  
 
However, anthropogenic change can also be applied to try to improve conditions for benthic 
macrofauna. One of the goals for restoration initiatives can be to improve habitat quality for 
benthic macrofauna. Knowing which suite of sediment characteristics are suitable for which 
assemblages is crucial for engineering physical changes to a habitat that would benefit specific 
benthic communities. The goals of the restorations can often be to encourage benthic communities 
that would provide highly desired ecosystem services, such as feeding migratory birds.  
 

Benthic macrofauna’s response to disturbances is governed by their 
adaptability  
 
While environmental disturbances provide heterogeneity to habitat conditions which is essential 
for the establishment and permanence of many species (Sousa 1984), disturbances can also cause 
direct mortality in biota (Huston 2014) and alter environmental conditions to outside the range of 
species’ tolerances (Menge & Sutherland 1987, Smale & Wernberg 2013). In the context of the 
thesis, I include both the storm erosion, investigated in Chapters 3 & 4, and the restoration 
initiatives, the subject of Chapter 5, as disturbances (see Fig. 3). Disturbance can be defined as any 
biotic or abiotic, natural or man-made process that can destabilize the natural systems at any 
hierarchical level (Hobbs & Huenneke 1992), with natural physical causes being the most 
commonly associated, e.g. floods, fires, storms (Sousa 1984). Though restoration initiatives are 
perhaps not traditionally placed under the umbrella term “disturbance,” because of their intended 
beneficial outcomes, I believe that the measures employed for the restoration initiatives detailed 
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in Chapter 5 (managed realignment and groins) are sufficiently disruptive to fall under the 
disturbance definition.  
 
Faced with a dynamic environment, the biggest protection that benthic macrofauna have from the 
harsh changeability of their environment is their resilience. Resilience is a measure of how well a 
system can absorb changes when subject to disturbance (Holling 1973). It is determined by two 
mechanisms: the ability of an individual or species to withstand change (resistance) and the ability 
of a population to return to pre-disturbance levels (recovery) (Gladstone-Gallagher et al. 2019). 
Resistance is modulated by behavioral or species-specific sensitivity to a particular disturbance 
which may make an individual more or less successful at tolerating a disturbance. The resilience 
traits of an individual or species can often define how well it will survive a disturbance as well as 
contribute to population persistence in the intertidal. 
 

Experiments are useful for better understand animal-sediment 
relations 
 
Environmental characteristics are highly correlated and sediment characteristics are no exception. 
Because sediment characteristics are so highly correlated, but at the same time so variable in space 
and time, it is difficult to know which characteristic (if any) is the most important for driving 
benthic community assemblages. One approach to untangling the various effects of sediment 
characteristics on benthic macrofauna assemblages and behavior is to perform manipulative 
experiments. With experimental work, one can isolate the various factors that drive responses from 
the subjects, and this can help us get at a mechanistic understanding of the relationship between 
the driver and the response, rather than a correlation. Mechanistic understanding greatly improves 
our interpretation of observation-based studies like monitoring. However, it is important to 
supplement experiments with observation in the real world to ascertain if the relationships isolated 
in the lab also exist in the field. In addition, in the field it is easier to not only observe real-world 
condition, but also interactions between the various components in the system.  
 

There’s still a lot we don’t know about sediment dynamics drivers of 
benthic macrofauna assemblages and behavior 
 
While some effects of sediment dynamics on benthic macrofauna are already well-studied, other 
are less well-known. Certain sediment characteristics have already been well-investigated for 
correlations with species assemblages and behavior. For example, it is well known that species 
assemblages change with sediment grain size (Ysebaert and Herman 2002). However, other 
sediment characteristics, such as sediment bulk density which describes the compaction of a 
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sediment (Grabowski et al. 2011), are less well-known, but could be important. In addition, 
extremes in sediment dynamics have been infrequently investigated for their effects on benthic 
macrofauna. Storms can cause extremes in sediment erosion or deposition (de Vet et al. 2020), and 
while extreme sediment deposition has been investigated for its effects on benthic macrofauna 
(Lohrer et al. 2006), extreme erosion has not. Finally, while research on the evolution of benthic 
macrofauna assemblages in restored areas has been done (e.g. Beauchard et al. 2013), the focus 
has more frequently been on the evolution of the community and fewer studies have examined the 
physical drivers of that change.  
 

Research can help shrink the gap! 
 
Research on poorly known effects of sediment dynamics on benthic macrofauna behavior and 
assemblages will help clarify the complex animal-sediment interactions that occur on tidal flats 
which underpin their ecosystem services. Furthermore, this research can increase our 
understanding of the resilience of benthic macrofauna communities to climate change, as well as 
their response to deliberate anthropogenic environmental change, such as restoration projects. 
 

Outline of thesis 
 

 
 
Figure 3: Schematic of thesis themes. Benthic macrofauna-environment interactions are born from habitat 
drivers (Chapters 2 and 5) of species assemblages and faunal behaviors (Chapter 2) that engineer the habitat. 
Disturbances (extreme storms in Chapters 3 and 4, and human interventions in Chapter 5) affect these 
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interactions, by directly impacting both the intertidal environment and benthic macrofauna assemblages. 
The severity of the benthic macrofauna response to disturbances or extreme environmental conditions will 
change depending upon the adaptability of benthic macrofauna on an individual level (Chapters 2 and 3) 
and on a population or assemblage level (Chapters 4 and 5). The benthic macrofauna depicted (silhouettes 
from www.phylopic.org) are three crustaceans, three mollusks, and three polychaetes that are common to 
the Scheldt. 
 
In my thesis, I have examined the response of benthic macrofauna assemblages and behavior to 
dynamic sediment drivers. In particular, I focus on uncovering behaviors and traits that confer 
resilience in benthic macrofauna against disturbances and extremes in sediment dynamics (see Fig. 
3). In Chapter 2, I use an experiment to better understand the effects of sediment bulk density, a 
little studied but important sediment characteristic, on benthic macrofauna burrowing and 
bioturbation behavior. In Chapters 3 and 4, I examine the effects of storm erosion in relation to 
benthic macrofauna in terms of species-specific and size-specific differences in responses. In these 
chapters I show how species-specific and size-specific traits modulate tolerances to extreme 
sediment dynamics, which has consequences for long-term success of species and population 
resilience in the intertidal. In Chapter 5, I take a multivariate approach to the effects of sediment 
dynamics on the benthic community by analyzing the concurrent development of 
hydrogeomorphology and benthic macrofauna community of three restoration projects in the 
Western Scheldt. In the text below, I briefly address the key question addressed in each chapter. 
 

Sediment bulk density effects on benthic macrofauna burrowing and 
bioturbation behavior (Chapter 2) 
 
Many physical drivers of benthic macrofauna behavior, such as sediment grain size, have been 
well-studied. However, little is known about how sediment bulk density (a measure of sediment 
compaction and water content) affects this behavior.  
 
Research question: How does sediment bulk density of a muddy and sandy sediment effect the 
burrowing and bioturbation of five functionally different benthic macrofauna species? 
 
We investigated the effect of bulk density on the burrowing rate, burrowing depth, bioturbation 
activity, and oxygen consumption of bivalves (Macoma balthica, Scrobicularia plana, 
Cerastoderma edule) and polychaetes (Hediste diversicolor, and Arenicola marina) during a 29-
day mesocosm experiment. We compared four sediment treatments consisting of two sediments 
of differing grain size classes (sandy and muddy) with two bulk densities (compact and soft).  
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Contrasting strategies to cope with storm-induced erosion events: a 
flume study comparing a native vs. invasive bivalve (Chapter 3) 
 
Storm-induced erosion events may alter the diversity of tidal flat communities by selecting for 
species that can better tolerate such disturbances. Invasive species are highly adaptable to a wide 
range of abiotic characteristics, and this adaptability may make them better able to withstand 
erosion events. It is not well-known how storm-induced erosion may affect native vs. invasive 
species. 
 
Research question: Is there a difference between the erodibility of the native Cerastoderma edule 
and invasive Ruditapes philippinarum?   
 
With a novel flume method, we compared the ability of two bivalve species to resist storm-induced 
erosion: Cerastoderma edule, a native species to the Scheldt estuary in the Netherlands, and 
Ruditapes philippinarum, an invasive species that is successful worldwide. We used three 
sediment erosion rates to simulate storms of increasing severity and observed the differences in 
their surfacing rates. We also examined whether there were differences in how readily the C. edule 
vs. R. philippinarum would be transported by currents and waves.  
 

Size-dependent burrowing behavior determines bivalve population 
vulnerability to changes in storminess (Chapter 4) 
 
Climate change may alter the future frequency and intensity of winter storms, and thereby altering 
the erosion dynamics of tidal flats. Extreme storm-induced sediment erosion may also have size-
dependent effects due to differences physical attributes like size-dependent differences in particle 
entrainment velocity, but also biological factors, such as age-dependent living depth and 
burrowing speed. Better understanding size-dependent effects of storm-induced erosion on bivalve 
erodibility is needed to more realistically predict bivalve population trajectories in a future with 
greater incidence of extreme storms.   
 
Research question: Does the size of the bivalves M. balthica and C. edule affect their vulnerability 
to storm-induced erosion?  
 
To better understand how climate change will affect bivalve populations, we used a flume 
experiment to examine the dependence of bivalve erosion on shell length, initial burying depth, 
and active burial behavior for both juveniles and adults of two bivalve species that commonly co-
occur on tidal flats in the Scheldt estuary: M. balthica and C. edule. We then applied the 
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experimental results to an age-structured model of M. balthica to explore how size-dependence in 
bivalve erodibility may affect their populations.  
 

Intertidal flat alterations can enhance their ecological value (Chapter 5) 
 
In creating or enhancing intertidal areas through managed realignments and groins, environmental 
characteristics are modified to trigger a change in the ecosystem’s ecology. However, these 
projects are not always successful. Creating physical modifications which are beneficial to an 
intertidal system’s ecology necessitates a good understanding of the relationships between the 
abiotic and biotic components of a given intertidal habitat. This requires learning from large-scale 
restoration efforts. 
 
Research question: Do we see concurrent change in the abiotic and biotic components of the 
intertidal ecosystem over these three case studies?  
 
we evaluated how hydrodynamics and sediment characteristics drive the development of the 
benthic macrofauna community in three case studies in the Western Scheldt, The Netherlands, 
from project initiation in 2015 or 2016, until 2020. We examined the concurrent development of 
the hydrogeomorphology and benthic macrofauna community using multivariate methods and we 
use these results to speculate about the trajectory of the restored areas. 
 

General Discussion (Chapter 6) 
 
I summarize my main findings and give some ideas for future research themes which could build 
upon this thesis’s results. Finally, I explore how we can increase the resilience of intertidal benthic 
macrofauna assemblages against climate change and anthropogenic pressure by improving habitat.
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Abstract 
 
Benthic macrofauna are a key component of intertidal ecosystems. Their mobility and behavior 
determine processes like nutrient cycling and the biogeomorphic development of intertidal flats. 
Many physical drivers of benthic macrofauna behavior, such as sediment grain size, have been 
well-studied. However, little is known about how sediment bulk density (a measure of sediment 
compaction and water content) affects this behavior. We investigated the effect of bulk density on 
the burrowing rate, burrowing depth, bioturbation activity, and oxygen consumption of bivalves 
(Macoma balthica, Scrobicularia plana, Cerastoderma edule) and polychaetes (Hediste 
diversicolor, and Arenicola marina) during a 29-day mesocosm experiment. We compared four 
sediment treatments consisting of two sediments of differing grain size classes (sandy and muddy) 
with two bulk densities (compact and soft).  
 
Overall, bulk density had a strong effect on benthic macrofauna behavior. Benthic macrofauna 
burrowed faster and bioturbated more intensely in soft sediments with low bulk density, regardless 
of grain size. In addition, M. balthica burrowed deeper in low bulk density sediment. Finally, we 
found that larger bivalves (for both C. edule and S. plana) burrowed slower in compact sediment 
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than smaller ones. This study shows that benthic macrofauna change their behavior in subtle but 
important ways under different sediment bulk densities which could affect animal-sediment 
interactions and tidal flat biogeomorphology. We conclude that lower bulk density conditions lead 
to more active macrofaunal movement and sediment reworking.  
 
 

Introduction 
 
Estuarine intertidal systems are among the most productive ecosystems globally and are 
responsible for important ecosystem services such as providing coastal protection, carbon 
sequestration, food production, recreation areas, as well as habitat and nursery grounds for fish 
and birds (Meynecke et al. 2008, Koch et al. 2009, Barbier et al. 2011, Seitz et al. 2014). At the 
margins of the land and sea, many factors, both biotic and abiotic, drive the development of these 
ecosystems (Gray & Elliott 2009). Benthic macrofauna are a key component of intertidal systems: 
not only are these animals important prey for birds and fish (Piersma et al. 1993, Zwarts & Wanink 
1993, Bocher et al. 2014), as ecosystem engineers they modify their sedimentary environment 
(Bouma et al. 2009). Benthic macrofauna–sediment interactions vary considerably in space and 
time. They depend on species distribution and behavior as well as local environmental conditions 
such as sediment composition. The strength of these interactions, in turn, underpins the supply of 
ecosystem services delivered by intertidal ecosystems. Some sediment characteristics, such as 
grain size and mud content, have been highly investigated for correlation with species occurrence 
(Thrush et al. 2003, Pratt et al. 2014) and effects on benthic macrofauna behavior (Dorgan 2015, 
McCartain et al. 2017). One sediment characteristic that does not have a well-known effect on 
benthic macrofauna and their behavior is sediment bulk density, an indicator of both sediment 
compaction and water content (Grabowski et al. 2011), which is the focus of this paper. 
 
By being inversely related to sediment porosity, or the amount of water retained in a waterlogged 
sediment, bulk density influences the sediment oxygen content, chemistry, and organic matter 
(Gray & Elliott 2009, Dowd et al. 2014). Thus sediment bulk density (dry sediment weight per 
sediment wet volume) is an important characteristic of intertidal geomorphology and describes a 
measure of sediment compaction which is missing from grain size gradients. The range of bulk 
density values vary on a regional and local scale. Bulk density tends to increase with grain size 
(Ysebaert et al. 2005) and sediment strength (Lucking et al. 2017), while it tends to decrease with 
silt content, erodibility, and organic matter content (Grabowski et al. 2011, Stringer et al. 2016, 
Joensuu et al. 2018). More compact sandy sediments typically have a bulk density of around 1-2 
g cm-3 and softer, muddier sediments typically have a bulk density of around 0.2-1.5 g cm-3 
(Andersen et al. 2005, Grabowski et al. 2011, Stringer et al. 2016). However, sediments with 
similar grain size composition can have a range of bulk densities due to different water contents 
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(e.g. Widdows et al. 2007; Soares and Sobral 2009). At very low bulk densities, the sediment is 
viscous and more akin to a fluid (Grabowski et al. 2011). These conditions are found in many 
systems worldwide, in particular mangroves (Stringer et al. 2016) and intertidal mud flats (Walles 
et al. 2017). Furthermore, sediment bulk density tends to increase with erosion and decrease with 
sediment deposition (Dyer et al. 2000). Besides long-term erosion and sedimentation trends, 
intertidal flats experience short-term bed-level variation which differs between sites of contrasting 
wave exposure (Hu et al. 2017). These bed-level trends may contribute to the variation of sediment 
bulk density over several temporal and spatial scales in estuarine areas. Though bulk density is an 
important biogeomorphological characteristic of intertidal sediments, we still do not understand 
how significant this characteristic is for determining benthic macrofauna organism-sediment 
interactions. 
 
Macrofauna’s mixing of sediment, or bioturbation, typically affects parameters like sediment 
permeability, grain size, and erodibility (Volkenborn et al. 2009, Kristensen et al. 2013, Harris et 
al. 2016), and also drives many biogeochemical processes of tidal flats (Kristensen 1988, Gray & 
Elliott 2009). Sediment mixing by benthic macrofauna increases sediment permeability, which 
plays a vital role in nutrient cycling by driving the circulation of oxygen and nutrients below the 
sediment surface (Aller 1994, Thrush et al. 2006). Though benthic macrofauna can move laterally 
by crawling through the sediment (e.g. H. diversicolor (Aberson et al. 2011) and C. edule 
(Richardson et al. 1993) animals usually avoid crawling at the sediment surface since it exposes 
them to predation (Ens et al. 1997). In this study we focus on vertical sediment mixing which is 
produced mainly by burrowing and deposit feeding (Kristensen et al. 2012). The mode of mixing 
is important for determining what kind of ecosystem services the organisms provide. Local mixing, 
or biodiffusion (Boudreau 1986a), such as by C. edule, can discourage the build-up of fine mud 
(Montserrat et al. 2008) and oxygenate the top sediment layers (Mermillod-Blondin et al. 2004). 
Non-local mixing, where surface particles are transported from depth to the surface and vice versa 
(Boudreau 1986b), such as by the polychaete H. diversicolor, transports particles faster and deeper 
in the sediment, which creates new habitat for deeper living organisms (Gray & Elliott 2009), thus 
increasing biodiversity (Sturdivant & Shimizu 2017). Moreover, non-local mixing also facilitates 
biogeochemical processes such as denitrification and permanent burial of pollutants (Mermillod-
Blondin et al. 2004). 
 
While macrofauna drive tidal flat biogeomorphology and biogeochemistry through their 
movement behavior, they also change their behavior under different sediment conditions. Many 
studies have shown that sediment properties determine macrofauna behavior, for example, 
Macomona liliana decreases its siphon movement in cohesive muddy sediment compared to 
sandier sediment (McCartain et al. 2017), which could have consequences for sediment 
permeability and oxygen flow. While the effects of some sediment characteristics, like sediment 
grain size, on behavior have been well-studied, bulk density effects have not. Studying how 
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macrofauna change their behavior under different bulk densities will help better understand how 
sediment conditions affect the ecosystem functioning of benthic macrofauna and thus the 
biogeochemistry and biogeomorphology of tidal flats.  
 
The objective of this study was to investigate how five dominant and functionally different bivalve 
and polychaete species modify their burrowing and bioturbation behavior under different bulk 
densities. We hypothesized (1) that both bivalves and polychaetes would have lower mobility 
(slower burrowing speed, shallower burrowing depth, less active bioturbation) in more compact 
sediments, (2) that bulk density would have a similar effect on benthic macrofauna behavior in 
both sandy and muddy sediment, and (3) that larger bivalves would be slower and less active in 
higher bulk density sediments than the smaller and younger ones, due to greater biomass 
hampering their mobility. To test our hypotheses, we performed a mesocosm experiment where 
we subjected three bivalve species (Macoma balthica, Scrobicularia plana, and C. edule) and two 
polychaete species (Hediste diversicolor and Arenicola marina) to four sediment treatments of 
varying bulk density and mud content. We measured the following indicators of movement 
behavior: burrowing speed, burrowing depth, bioturbation activity and respiration rates. We 
selected the species based on their dominant prevalence in the Scheldt intertidal (Cozzoli et al. 
2013) as well as their functional differences. In particular, the five species covered the different 
bioturbator types (Table 1).  
 
 

Methods 
 

Experimental	design	
  
We designed a mesocosm experiment in which three bivalve species (Macoma balthica, 
Scrobicularia plana, and Cerastoderma edule) and two polychaete species (Hediste diversicolor 
and Arenicola marina) were subjected to two crossed bulk density (dry sediment weight per 
sediment wet volume) and sediment grain size treatments (Fig. 1b). Our four treatments were: 
compact-sandy (CS), soft-sandy (SS), compact-muddy (CM), and soft-muddy (SM) (see Table 2 
for sediment characteristics). We used two sediment grain sizes to cover a larger part of the range 
of bulk densities observed in the Scheldt intertidal, as well as to test the interaction between 
sediment bulk density and grain size on animal behavior. We prepared the treatments from two 
sediments collected from intertidal flats in the Eastern Scheldt estuary (Fig. 1a). The sandier 
sediment was collected at the Oesterdam (51.466700, 4.221389) and the muddier sediment was 
collected from Prosperhaven (51.490305, 4.259167) nearby. Both were collected several months 
before the start of the experiment and were stored in outdoor closed bins. The sandier sediment 
was drained and passed through a large (5 mm) sieve before use. The sticky consistency of the 
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muddy sediment did not allow it to be passed through a sieve, therefore we removed the larger 
fragments, such as shells, by hand. We incorporated seawater (amount equaling 7% of the sediment 
weight for compact high bulk density treatments and 15% for soft low bulk density treatments) 
into the sifted sediments with a standing industrial mixer the day before we added the animals (See 
Table 2 for resulting sediment characteristics). The sediment was mixed in batches of 5 kg for at 
least five minutes to ensure the mixture was homogenous. The sediment was placed in pots made 
from a sawed-off PVC pipe (height 12 cm, diameter 11.5 cm). Each PVC pipe was capped off on 
the bottom with a removable plastic cap and lined with a plastic bag to prevent water loss. We 
encircled the brims of the pots with mesh (1 mm mesh size) that extended 2 cm above the high 
tide height to keep the animals contained to their unit. The pots were filled to 0.5 cm below the 
brim and placed in the mesocosm tanks. 
 

 
 

Figure 1: Map of our study area in the Scheldt (a) with points of sediment collection (blue) and 
macrofauna collection (red). Experimental design (b) with (upper panel) seven species treatments, 
four of which were C. edule and S. plana size classes, and (lower panel) four sediment treatments. 
We had six replicates for each sediment – species combinations. A picture of the sediment cores in 
a tidal tank halfway through the experiment is shown in (c) with visible surface rugosity from 
bioturbation and animal movement.  

 
The experiment was conducted in ten tidal tanks in a climate-controlled room where the water was 
kept at 18 ºC, the same temperature as the Eastern Scheldt in July 2018 when the experiment was 
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carried out. Each tidal tank was composed of two 1.2 m by 0.8 m tanks stacked on top of each 
other. Unfiltered water from the Eastern Scheldt estuary was pumped from the bottom tank up to 
the top tank to simulate tidal conditions. High tide conditions (5 cm water above experimental 
units) lasted six hours and occurred twice a day. We changed the water once a week, and in addition 
to the nutrients contained in the raw Eastern Scheldt water, we fed the animals with an algal 
concentrate (Shellfish Diet from Reed Mariculture) 5 mL per tank twice per week.  
 
Table 1: Overview of all ‘species-types’ and their traits per experimental block, including two size classes 
for C. edule and S. plana, plus a control treatment. The main ecological traits for all species used in the 
experiment are listed. Species traits from literature: feeding and mobility trait (Van Colen et al. 20121; 
Riisgard and Banta 19982; Olafsson 19863; Orvain 20054), sediment reworking (Morys et al. 20175; Queirós 
et al. 20136; this study7; Gérino et al. 20038), sediment preference (Ysebaert et al. 20029; Van Colen et al. 
201410). 
 

Species Feeding trait Mobility 
Sediment 
reworking 

Sediment 
preference 

Size class 
(mm) 

Animals 
per pot 

Cerastoderma 
edule 

Suspension feeder1 

Slow 
movement 
through 
sediment1 

Surficial 
biodiffusor6 

Sandy 
(median grain 
size 125 um)9 

small:  
8-13;  
large:  
14-25 

2 

Macoma 
balthica 

Surface deposit 
feeder1/Suspension 
feeder3 

Limited 
movement1 

Surficial 
biodiffusor6/ 
Conveyor5 

Mixed 
sandy/muddy 
(median grain 
size 100 um)10 

10-14 5 

Scrobicularia 
plana 

Surface deposit 
feeder1/Suspension 
feeder4 

Limited 
movement1 

Surficial 
biodiffusor6/ 
Conveyor7 

Muddy 
(median grain 
size 75 um)10 

small: 28-
34;  
large:  
38-43 

1 

Hediste 
diversicolor 

Omnivore1 

free 
movement 
via burrow 
system1 

Gallery 
biodiffuser6 

Very muddy 
(median grain 
size 25 um)10 

40-100 3 

Arenicola 
marina 

Sub-surface deposit 
feeder2 

limited 
movement 
via burrow 
system2 

Up/downward 
conveyor8 

Sandy 
(median grain 
size 175)8 

25- 55 5 

Controls           0 
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We had eight experimental blocks composed of two polychaete species, three bivalve species with 
two size classes for S. plana and C. edule, and controls without animals (Table 1). We collected 
the animals at three sites in the Eastern Scheldt: A. marina were collected at the Oesterdam 
(51.46670, 4.22139), C. edule and M. balthica were collected at Dortsman (51.543678, 4.055841), 
and S. plana and H. diversicolor were collected in Yerseke (51.489245, 4.057288), three days to 
24 hours before the start of the experiment and stored in a tidal tank in the mesocosm (Fig. 1a). 
Each block was replicated six times for each sediment treatment. Thus, we had 24 units for each 
species/size block, resulting in a total experiment of 8 x 24 = 192 units (see details in Table 1).  
 
All the animals used occurred naturally in the two sediments we used for the experiment (see 
Cozzoli et al 2013 for biomass probability distribution in the Scheldt depending on grain size for 
C. edule, M. balthica, H. diversicolor, and A. marina; see probability distribution for S. plana 
depending on grain size in Van Colen et al., 2014). A. marina was the only species placed in 
unnatural conditions (muddy sediment) not found in the field. Not unexpectedly, A marina had 
low survival in the muddy sediment treatment, especially the compact-muddy treatment. There 
was some low mortality for H. diversicolor (See Results 3.1), but this was not linked to any 
sediment treatment. We recorded no mortality in the bivalves. 
 
Table 2: Median values for sediment characteristics (median grain size, grain size composition, water 
content, bulk density, penetration resistance as measured by a universal testing machine (Instron, Maryland, 
USA) for the four sediment treatments.  
 
Sediment characteristic compact-sandy soft-sandy compact-muddy soft-muddy 
Median grain size (µm) 108 106 44 43 
Coarse sand (0.5-1mm) (%) 2.23 3.49 0.26 0.21 
medium sand (0.25-0.5 mm) (%) 17.35 17.31 2.22 2.79 
fine sand (0.125-0.25 mm) (%) 25.88 24.4 10.78 11.07 
very fine sand (0.062- 0.125 mm) (%) 16.66 15.74 24.09 22.85 
Silt (0.004-0.062 mm) (%) 38.02 39.18 62.94 63.36 
Water content (%) 17.87 21.94 47.39 53.14 
Bulk density (g cm-3) 1.32 1.25 0.67 0.59 
penetration resistance (N) 25053 1058 799 264 
 
The units were divided randomly into the ten tidal tanks (24 per tank) to minimize a tank effect. 
We used realistic but low animal densities to avoid competition for space and food resources. The 
realistic densities also allowed us to obtain realistic behavioral responses from the animals. Thud, 
the number of animals per core varied between species, which means that responses and animal 
abundances were colinear. The number of animals per pot were one S. plana, two C. edule, five 
M. balthica, five A. marina, and three H. diversicolor. We only compared the magnitude of the 
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species effect between size class treatments (i.e. small and large C. edule and S. plana). Though 
the abundances varied per species, the biomass per pot was roughly similar.  
 

Sediment	characterization	
 
We prepared 24 extra cores to take bulk density and sediment penetration resistance measurements 
to determine whether the sediment treatments changed over the course of the experiment. The 
cores were placed in a separate tidal tank in the same climate room as the experiment. We used a 
universal testing machine (Instron, Maryland, USA) to measure sediment penetration resistance, 
or the amount of pressure necessary to compress the sediment. The universal testing machine 
measures the load as a crosshead penetrates the sediment and extends to the bottom of the sediment 
core at a constant speed (Bokuniewicz et al. 1975). To measure bulk density (dry sediment weight 
per sediment wet volume), we determined the water content of a fixed volume of sediment which 
was collected using a cut-off syringe and weighed before and after freeze-drying for 48 hours. We 
took penetration resistance and bulk density measurements of the different sediment treatments 
after twelve hours, one week, two weeks, and at the end of the experiment. The four sets of cores 
were only used for each set of measurements once because the sampling for bulk density destroys 
the core.  
 
While the penetration resistance changed over time, there was no overlap in penetration resistance 
profiles between the four treatments by the end of the experiment (Fig. 2). The bulk densities of 
the four treatments remained significantly distinct from each other over the course of the 
experiment, F (3,80) = 649, p < 0.001, and post hoc Tukey test p < 0.008 for all treatment 
comparisons. In addition, the inclusion of the measurement date in the linear model evaluating 
treatment effects on sediment bulk density did not improve the model fit, F (1,79) = 0.001, p = 
0.97, indicating that the sediment bulk densities did not change between the beginning and end of 
the experiment. 
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Figure 2: Mean sediment penetration force profiles and 95% confidence intervals as measured by 
the universal testing machine for the four sediment treatments, with 95% confidence intervals 
encompassing the beginning and end of the experiment. We present a panel with a reduced x-axis 
scale on the left to show the details of the soft-sandy, compact muddy, and soft-muddy sediment 
treatments, and we present a panel with a full x-axis scale on the right to show the extent of the 
compact-sandy sediment profile. Note that the resistance of the compact-sandy treatment is an order 
of magnitude greater than the other three treatments and that in the right plot the profile for the 
compact-sandy sediment is scaled to 1/5 of the original sediment penetration force to fit into the 
plotting area. 

 

Process	measurements:	burrowing	rates		
 
Burrowing rates of bivalves were monitored by counting the animals still present at the sediment 
surface shortly after the start of the experiment and then every twelve hours until they were all 
buried, after two days. This method worked well for the bivalves, but not for the fast-burrowing 
polychaetes as they burrowed almost immediately. Hence, we performed an additional short 
experiment to investigate how bulk density impacted the burrowing ability of polychaetes. We 
prepared four sediment treatments with different bulk densities from the sandy sediment by adding 
in seawater at 2%, 10%, 15%, and 25% of the sediment weight and homogenizing with the standing 
cement mixer. The four sediment treatments had average bulk densities of: 1.35, 1.31, 1.26, 1.22 
g cm-3. We then added the sediment to empty pots in the same way as we did for the cores in the 
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mesocosm. We placed six A. marina or six H. diversicolor on the sediment surface and recorded 
how many animals were still visible at thirty second intervals. We repeated the experiment twice 
for each species/sediment combination. 
 

Process	measurements:	metabolic	activity		
 
We performed oxygen incubation experiments to test whether different sediment characteristics 
affected macrofaunal metabolic activity. The incubation experiments were run 24 days after the 
experiment had begun so that the animals had acclimated to the different sediment conditions. We 
performed the oxygen consumption experiments with three replicates each for: the controls, H. 
diversicolor, M. balthica, both size classes of S. plana, and the large C. edule. We could not 
perform the oxygen consumption experiments on all species blocks because of equipment 
limitations. The experiment consisted of a water bath containing capped PVC tubes filled with 
Eastern Scheldt water. We placed each core into the larger PVC tube. The cores descended into 
the tube slowly and the surfaces of the sediment were not disturbed. We oxygenated the water to 
raise the oxygen content until it was near saturation and sealed the cores with a custom cap. The 
cap included a stirrer to homogenize the entire water column’s oxygen content. We then measured 
the amount of oxygen in the water over time using a firesting sensor (see Braeckman et al. (2014) 
for oxygen incubation method). The experiments ran for at least 5 hours and we did not allow the 
oxygen level to descend below 60%. There was a possibility that differences in respiration rates 
between cores could have been due to animal death, however, all the bivalves used in the oxygen 
incubation experiments were alive at the end of the 29 days. H. diversicolor experienced low 
mortality, but without a sediment treatment effect. 
 

Process	measurements:	sediment	mixing	
 
To better understand how the sediment treatments would affect animal bioturbation activity and 
the resulting sediment mixing, we added luminophores (Environmental Tracing Systems, UK) to 
the sediment cores, which are inert natural sediment particles dyed with luminescent paint used to 
track bioturbation (Gérino et al. 2003, Solan et al. 2004). Luminophores are widely used as a non-
toxic tracer to study sediment mixing by benthic animals as small amounts do not affect the animal 
behavior and do not harm the animals (Maire et al. 2008). We made frozen sediment disks 
following our standard procedure for mixing the sediment treatments but replaced ten percent of 
the sifted sediment with luminophores. We added one 0.5 cm thick disk to the top of all cores after 
the animal had burrowed in to avoid recording the initial burrowing movement as bioturbation 
activity. Some of the large S. plana never burrowed and so we added the luminophores on top of 
them.  
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After 29 days, we processed the experiment. We sliced the cores once lengthwise to obtain a 
vertical profile of luminophore incorporation into the sediment. These profiles show the total 
amount of mixing that was done by the animal over the course of the experiment, thus representing 
the time-integrated outcome. As we were not using the luminophores to model bioturbation 
intensity, a single lengthwise slice was sufficient for our purposes of investigating the sediment 
treatment effect on bioturbation activity and mixing mode. In addition, the lengthwise slicing 
allowed us to recover the animals intact for subsequent physiological measurements. Because of 
the vertical slicing, we may in some cases have underestimated bioturbation activity if a burrow 
did not traverse our slice. However, we compensated for possible underestimation by averaging 
the profiles over six cores for each species-sediment combination. This allowed us to obtain a 
general estimate of the bioturbation patterns.  
 
To count the luminophores as a function of depth we photographed the two halves of the core 
under a blacklight using a digital mirror-reflex camera (Canon EOS 1100d) attached to a tripod. 
The pictures (2848x4247 pixels) were analyzed using a custom ImageJ (Fiji) script. In this process, 
the red layer of an RGB filter was used to highlight the magenta colored luminophores. The 
brightness value (125-255) was used to select luminophores from other pixels. We estimated 
bioturbation activity by counting the luminophore pixels in the pictures of the halved cores by 0.5 
cm layer, or “bin”. The bins had an area of 10.5 ´ 0.5 cm, which corresponded to 1722 ´ 82 pixels. 
Because one luminophore pixel does not necessarily correspond to a single luminophore grain, we 
use “luminophore pixels” instead of “luminophore count” as the unit for luminophore quantity 
throughout the text. The edges of the cores (0.5 cm from the sides and the bottom 1.5 cm) were 
excluded to avoid skewing our estimates because the plastic lining caused luminophores to 
accumulate at the sides and bottom of the cores. We used a pixel count value averaged between 
the two halves of the cores for each bin to get a more robust measure of the luminophore 
distribution through the sediment. We smoothed the average profiles by species and sediment 
treatment using local polynomials with R package KernSmooth (Wand 2021) to better show 
general patterns in mixing.  
 
When examining the luminophore profiles we looked for subsurface peaks to differentiate between 
local (biodiffusion) and non-local (advective transport) mixing. Local mixing causes the number 
of luminophores to decrease exponentially with depth, whereas non-local mixing causes a peak in 
luminophores at depth. We determined whether there was non-local mixing by examining the 
depth of maximum values of luminophore pixel counts over a moving depth window. We were 
interested in how mixing activity might differ close to the surface and at depth, so we isolated the 
peaks in the diffusion layer (0-4 or 0-6 cm depending on species/sediment treatment) and in the 
lower part of the core. We compared the depth and intensity of peaks between species and sediment 
treatments.  
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Process	measurements:	burying	depth	and	survival	
 
To measure animal burrowing depth for the bivalves, we recorded the lowest point of the bivalve’s 
position. For the polychaetes, we separated the cores containing polychaetes into 0 to 2 cm, 2 to 5 
cm, and 5 to 12 cm layers and sieved each layer and recorded which contained animals. We 
considered all unrecovered animals as dead.  
 

Statistical	analysis	
 
We wished to determine the effect of sediment bulk density on the behavioral response of our 
species. Because we wished to know whether the response to bulk density would be different 
depending on grain size, we evaluated models with only main effects of the sediment treatment 
(Response ~ Species + grain size + bulk density) and models that included an interaction between 
sediment grain size and bulk density (Response ~ Species + grain size ´ bulk density). Because 
we wanted to compare the direction of the response between species, we also tested for an 
interaction between the species and sediment treatments (Response ~ Species ´ grain size ´ bulk 
density). We selected the best models based on Akaike Information Criterion (AIC). We mainly 
used ANOVAs and logistic regression to evaluate the animal behavioral responses to sediment 
bulk density. See Table S2 for a summary of the logistic regression model and Table S3 for a 
summary of the best ANOVA models.  
 
The model fit for all linear regressions and ANOVAs were evaluated using residual plots and 
qqplots. The logarithm of the dependent variable (i.e. depth and luminophore pixel count) was 
used when appropriate. For all models, the species treatments included separate categories for the 
two bivalve size classes. After performing ANOVAs, we used post hoc Tukey tests to compare 
relevant sediment treatment effects, as well as differences in responses between size classes for C. 
edule and S. plana. 
 
We modeled the initial burrowing time of the bivalves using logistic regression. The response 
variable was the presence of animals at the surface in each unit at each time step. Our model was 
of the form of: Response ~ Species + grain size + bulk density + hour, with interactions tested as 
detailed above. We used Wald tests to compare sediment treatment effects and investigate the 
effect of bivalve size on burrowing speed. We also used logistic regression to examine whether 
sediment treatment had an effect on polychaete survival and burrowing time.  
 
The oxygen data were analyzed in R using R package turbo (Soetaert & Provoost 2017). We 
corrected for the respiration of the microbial community by subtracting the mean control value for 
each sediment treatment from the values for cores containing animals. We evaluated whether 
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oxygen consumption significantly varied among species, bulk density, and grain size using a three-
way ANOVA. 
 
We performed a three-way ANOVA to test whether there were differences in burial depth among 
bivalve species and sediment bulk density, and grain size. To satisfy the condition of normality, 
we excluded zeros (non-buried S. plana). To compare polychaete depth strata, we performed a 
multinomial logistic regression using functions from R package nnet (Venables & Ripley 2002). 
 
Luminophore dispersal was calculated as an indicator for bioturbation intensity by summing the 
number of luminophore pixels counted in each 0.5 cm depth bin for each luminophore profile. The 
values of the luminophore dispersal increased when more luminophores were transported into the 
sediment. The final dispersal values were corrected for the average dispersal values of the controls. 
This correction allowed us to account for the greater permeability of the sandy sediments. We 
performed a three-way ANOVA to evaluate whether there were differences in luminophore 
dispersal among species, sediment bulk density, and grain size.  
 
We also compared the depth and luminophore pixel counts of non-local mixing peaks for species 
that showed non-local mixing in the luminophore profiles (Fig. 8): M. balthica, and H. 
diversicolor, and both size classes of S. plana. The peaks at depth for M. balthica were not as 
prominent in the profiles as for the other two species however there is evidence from literature that 
M. balthica induces non-local mixing (Morys et al. 2017). We evaluated whether there were 
differences in the depth and the value of the peak luminophore pixel counts between 4.5 cm and 
10.5 cm among species and sediment treatments using a three-way ANOVA.  
 
 

Results  
 

Survival	rate	and	growth	
 
Survival was very high for the bivalves (99% +/- 7%). We recovered the polychaetes at a lower 
rate (71% +/- 33% of H. diversicolor and 20% +/- 31% for A. marina), but it’s unclear to what 
extent this was due to mortality or due to the polychaetes escaping the cores. If we assume that the 
treatment effect was due to mortality, then A. marina survived at a higher rate in the soft sediments 
vs. the compact sediments (30% +/- 39% vs. 10% +/- 13% survival), Wald’s c2 (1) = 7, p = 0.008. 
There was no sediment treatment effect on H. diversicolor survival.  
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Burrowing	rates	of	bivalves		
 
The burrowing rate was significantly slower for the compact, high bulk density treatments than for 
the soft, low bulk density treatments, Wald’s c2 (1) p < 0.001 (Fig. 3, Table S2). Burrowing was 
around 200 times slower in the compact-sandy treatment and 80 times slower in the compact-
muddy treatment than the corresponding soft treatments.  
 

 
 
Figure 3: Logistic regression models of bivalve burrowing showing the probability of a bivalve’s 
presence at the sediment surface over the first 40 hours of the experiment. The results are shown 
by species and sediment treatment, with best fit line and 95% confidence intervals. Mean observed 
values per time-step are depicted by open circles. 
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The small S. plana had significantly faster burrowing rates than the larger S. plana, Wald’s c2 (1) 
= 11.7, p = 0.001, but the effect was sediment dependent. The small S. plana burrowed 2 times 
faster than the large ones in the soft-sandy treatment and they burrowed 5 times faster than the 
large ones in the muddy-compact treatment, Wald’s c2 (1) = 9.9, p = 0.002. The small C. edule 
burrowed 0.7 times faster than the large C. edule in the soft-sandy treatment, Wald’s c2 (1) = 5.7, 
p = 0.017. Size had no effect on burrowing rate in the soft-muddy treatment (fastest burrowing rate 
overall) and compact-sandy treatment (slowest burrowing rate overall) for both species. And while 
all the small S. plana successfully burrowed, 60% of the large S. plana in the compact-sandy 
treatment and 30% of the large S. plana in the compact-muddy treatment failed to burrow at all.  
 

Burrowing	rates	of	polychaetes	
 

 
 
Figure 4: Logistic regression models of polychaete burrowing, showing the probability of the 
polychaete’s presence at the sediment surface for the first 600 seconds. The dotted lines are A. 
marina models and the solid lines are H. diversicolor. Results are shown for the sandy sediment 
with a bulk density (g cm-3) of 1.35, 1.31, 1.26, 1.22. The experiment was not performed with 
muddy sediment (see Methods section 2.3).  
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The effect of bulk density on the burrowing of polychaetes followed a similar pattern to the 
bivalves, though at a different scale (i.e., note difference in the x-axis in Fig. 3 - hours versus Fig. 
4 - seconds). The polychaete burrowing rate significantly increased with the softness of the 
treatments (Fig. 4), Wald’s c2 (4) = 357.6, p < 0.001. The biggest difference in burrowing rates 
was between the two sediment treatments with the highest bulk densities: burrowing rate was 150 
times slower in the 1.35 g cm-3 treatment compared to the 1.31 g cm-3 treatment, Wald’s c2 (1) = 
18.4, p < 0.001, suggesting that there might be an absolute threshold that prevents burrowing. 
Burrowing rates did not significantly differ between 1.26 g cm-3 and the 1.22 g. cm-3 treatments, 
Wald’s c2 (1) = 0.31, p = 0.58. H. diversicolor burrowing four times slower than A. marina, Wald’s 
c2 (1) = 5.7, p = 0.017. 
 

Oxygen	consumption	as	an	indicator	of	metabolic	activity	
 
Overall, oxygen consumption significantly differed between species, F (3, 53) = 32.480, p < 0.001, 
but not sediment treatments (Fig. 5). The mean oxygen consumption in the control muddy 
sediments was 1.6 times greater than the oxygen consumption in the control sandy sediments. That 
is, the average muddy sediment oxygen consumption was 20.7 + 2.6 SE mmol O2 m-2 d-1 versus 
an average oxygen consumption of 13.3 + 2.3 mmol O2 m-2 d-1 for sandy sediment, which might 
be explained by the greater amount of organic material available for microbial consumption in 
muddy sediment. There was no significant difference between the oxygen consumption of the large 
and small S. plana.  
 
All the animals tended to be most active in the sediments that were closest to their natural habitat 
(See Table 1 for sediment preferences). C. edule and M. balthica tended to have the greatest 
oxygen consumption in the soft-sandy sediments whereas the H. diversicolor and S. plana tended 
to have the greatest oxygen consumption in the compact-muddy sediment (Fig. 5). While the 
sediment treatment effect on the species’ oxygen consumption was not significant, the higher 
oxygen consumption in these sediments could indicate greater activity.  
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Figure 5: Oxygen consumption rate for species by sediment treatment represented by boxplots 
where the box (25-75% of the data) contains a black line (median) and has whiskers extending to 
the minimum and maximum data values. Large C. edule and A. marina were not included in the 
experiment due to equipment limitations. We pooled the results for the large and small S. plana 
because they were so similar. Since the microbial respiration was different in the sandy vs. muddy 
sediment, we corrected the values of animal respiration obtained from the sediment cores by 
subtracting the mean respiration value of controls which represent the microbial respiration. 13.3 
mmol O2 m-2 d-1 were subtracted from sandy treatments, 20.7 mmol O2 m-2 d-1 were subtracted 
from muddy sediments. There were no significant sediment treatment effects. 

 

Macrofauna	burrowing	depth	
 
Bivalve burrowing depth was significantly different between sediment bulk densities, grain size, 
and species, with interactions between the sediment characteristics and species. (Fig. 6; Table S1 
& Table S3). A post hoc Tukey test showed that the sediment treatments affected the burrowing 
depth of two out of the five bivalve species: the M. balthica and small C. edule. The M. balthica 
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burrowed deeper in the soft sediments and the small C. edule burrowed deeper in the muddy 
sediments (Fig. 6). The lack of a visible treatment effect on depth for S. plana could be due to the 
short length (12 cm) of the cores. Many of the S. plana were found near the bottom of the cores 
and perhaps would have burrowed deeper had they been given more space. While there was a 
statistically significant difference in the burrowing depth for the two size classes of C. edule, this 
was not the case for S. plana (Tukey post hoc p = 0.0001 and 0.16 respectively). The best 
multinomial model of polychaete depth distribution included sediment treatment. Including 
species did not improve the model, X2 (2) = 2.76, p = 0.25. There is small evidence that 
polychaetes burrowed deeper in compact muddy treatment than the soft-muddy treatment (p = 
0.057).  
 

 
 
Figure 6: Boxplots of burrowing depth by species and sediment treatment, where the box (25-
75% of the data) contains a black line (median) and has whiskers extending to the minimum and 
maximum data values, with outliers as open circles. Bivalve burrowing depth was measured 
precisely (lowest point animal). Polychaete burrowing depth was measured by strata (0-2 cm, 2-5 
cm, 5-12 cm) and extrapolated to the mean value of each stratum. For some H. diversicolor, a 
burrow point was visible and was used instead of the strata. Note that the bottom of the pots was at 
12.5 cm which is close to many of the S. plana’s position. The sediment treatments only had a 
significant effect on the burrowing depth of M. balthica and the small C. edule.  
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Sediment	mixing	as	measured	by	luminophores	
 
Overall, the benthic macrofauna induced significantly greater luminophore dispersal in the soft 
sediments than in the compact sediments (Fig. 7; F (1,154) = 32.7, p < 0.001). The greatest 
luminophore dispersal occurred in the soft-muddy sediment (average = 4.02 ´ 105 luminophore 
pixels +/- 0.78 ´ 105 luminophore pixels). The luminophore dispersal was greater in soft-sandy 
sediment (average 3.68 ´ 105 luminophore pixels +/- 1.75 ´ 105 luminophore pixels) than in the 
compact sandy-sediment (average 2.97 ´ 105 luminophore pixels +/- 1.10 ´ 105 luminophore 
pixels).  
 

 
 
Figure 7: Boxplots showing luminophore dispersal, i.e. the integral of luminophore profiles over 
depth (see Fig. 8 for average profiles), by species and sediment treatment, where the box (25-75% 
of the data) contains a black line (median) and has whiskers extending to the minimum and 
maximum data values, with outliers as open circles. All species transported more luminophores in 
soft vs. compact sediment and polychaetes also transported more luminophores in muddy vs. sandy 
sediment. The area has been corrected for the average control values (compact-sandy: - 0.31 ´ 105 
luminophore pixels, soft-sandy: - 0.44 ´ 105 luminophore pixels, compact-muddy: + 0.23 ´ 105 
luminophore pixels, soft-muddy: + 0.39 ´ 105 luminophore pixels).  
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Species induced different amounts of sediment mixing, F (6,154) = 9.4, p < 0.001 (Fig. 7). Both 
size classes of the S. plana and the polychaetes mixed greater amounts of luminophores into the 
sediment than the M. balthica and C. edule (Fig. 7). There was no significant difference between 
the luminophore dispersal of either C. edule or S. plana size classes, though the small S. plana 
tended to induce greater sediment mixing than large S. plana (Fig. 7 and 8).  
 

 
 

Figure 8: Smoothed average luminophore profiles for M. balthica, C. edule, H. diversicolor, A. 
marina, and S. plana with standard deviation intervals, showing the incorporation of the 
luminophores into the sediment. We only show the profiles for the large C. edule because the two 
size classes produced very similar ones. The luminophores were counted in 0.5 cm bins. 
Luminophores are added to the sediment surface and permeate through the sediment. Local mixing 
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causes the number of luminophores to decrease exponentially with depth whereas non-local mixing 
results in an increase of luminophores below the sediment surface. Depths where non-local mixing 
are dominant typically become visible as (small) bumps in the curve where the luminophore value 
reaches a local maximum. For example, the S. plana displays non-local mixing at 6-8 cm depth in 
the soft-sandy sediment. The points to the left of the profiles represent average depth for the species 
by sediment treatment (as in Fig. 6), with standard deviations (vertical lines). 

 
We further compared the bioturbation mode of the macrofauna by examining the shapes of the 
luminophore profiles, especially by looking at the presence and depth of non-local mixing (Fig. 8, 
Fig. 9). C. edule performed local mixing in the top three centimeters, with the greatest activity 
occurring in the low bulk density sediment which is visible by the greater quantity of luminophores 
mixed into the low bulk density sediments than the high bulk density sediments at the same depth 
(Fig. 8). The luminophore profiles for S. plana, M. balthica, and H. diversicolor, showed non-local 
mixing peaks at depth (Fig. 8, Fig. 9 white depth interval). The M. balthica and H. diversicolor 
peaks seemed most prominent in the soft sediments, whereas the S. plana appeared to produce 
greater peaks in the soft-sandy sediment (Fig. 8). 
 
For the species that showed the clearest non-local mixing (S. plana and H. diversicolor), the 
maximum luminophore pixel counts at depth were greater in soft sediment than in compact 
sediment, F (1, 64) = 8.7, p = 0.004 (Table S3). Across all species that exhibited non-local mixing, 
the peaks were greatest in the soft-sandy sediment (average = 0.57 ´ 105 luminophore pixels +/-
0.31 ´ 105 luminophore pixels).  
 
For all species, greater mixing occurred in the soft treatments vs. the compact treatments. The 
polychaetes transported more luminophore in the muddy treatments than the sandy ones. Of all the 
species, S. plana mixed the greatest amount of luminophores into the sediment and was the only 
species that tended to transport more luminophores in the soft-sandy treatment than the soft-muddy 
treatment. H. diversicolor and S. plana had greater non-local mixing peak values at depth in the 
soft treatments than the compact treatments 
.  
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Figure 9: Median locations (with standard deviation in vertical lines) of peak luminophore pixel 
counts (center of the circle circle) for the 0-4 cm diffusion layer interval and for the non-local 
mixing interval, represented by a white layer in the plot. white depth interval. We wanted to show 
peaks in luminophores in the top diffusion layer and at depth. The white depth interval excludes 
the diffusion layer (0-4.5 cm for M. balthica, C. edule and H. diversicolor, 0-5 cm for S. plana and 
A. marina) and the bottom of the core (10-12 cm) where excess luminophores pooled. The limit of 
the diffusion layer was determined as the depth of first inflection point in the luminophore profile 
curves of the previous figure, rounded to the closest 0.5 cm. The 10 cm lower limit was a 
conservative estimate to exclude edge effects. The size of the circle is scaled to the median 
luminophore pixel count at the peak luminophore pixel location. The diamonds indicate the mean 
depth of the species/sediment block. 
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Discussion 
 
The aim of our study was to investigate how bulk density affects benthic macrofauna behavior, as 
a step towards understanding how biogeomorphological and biogeochemical processes on 
intertidal flats might change under different bulk density conditions. We found clear effects of 
bulk density on benthic macrofauna burrowing behavior and bioturbation activity, which are 
summarized in Fig. 10. In line with our first hypothesis that the mobility of the benthic macrofauna 
would be lower in compact (i.e. high bulk density) vs. soft (i.e. low bulk density) sediment, we 
found that in compact (vs. soft) sediment all animals burrowed slower, all animals transported 
fewer luminophores, and M. balthica burrowed shallower. Our second hypothesis was that bulk 
density would have similar effects on the behavior of benthic macrofauna in both sandy and muddy 
sediment. We did not detect any significant interactions between sediment grain size and sediment 
bulk density, indicating that animal responses had similar directions in both muddy and sandy 
sediments. We also did not detect a sediment treatment effect on respiration rate, however the 
animals tended to have the greatest respiration in the sediment that were closer to their natural 
habitat. In line with our third hypothesis that larger bivalves would be more sensitive to differences 
in bulk density than smaller bivalves of the same species, we found that smaller C. edule and S. 
plana burrowed significantly faster than the larger ones in the compact muddy treatment (S. plana) 
and soft sandy treatment (C. edule). In addition, the small S. plana tended to transport more 
luminophores than the larger ones, but this appeared to be independent of sediment treatment. 
 

 
 

Figure 10: Summary of sediment bulk density treatment main effects on burrowing speed, depth, 
and bioturbation amount. Because there were no significant interactions between sediment bulk 
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density and grain size, we show a single figure to summarize bulk density effects under the different 
sediment grain sizes. We did not present respiration effects as there were no significant sediment 
bulk density effects on respiration. The left panel (a) shows bulk density treatment main effects on 
bivalves and polychaetes. The effect pertains to all bivalves or polychaetes unless indicated with a 
star. The right panel (b) shows comparisons between C. edule and S. plana size class responses 
under soft and compact sediments.  

 

Importance	of	sediment	grain	size	vs.	bulk	density	effects	on	burrowing	
 
We found it surprising that the burrowing rates of bivalves were significantly faster in the soft 
treatments compared to the compact treatments, rather than being largely driven by sediment grain 
size. Indeed, we expected the burrowing rates to be driven by penetration resistance and the muddy 
treatments had much lower penetration resistance than the sandy treatments (Fig. 2, Table 2). The 
observed burrowing patterns might be explained through the difference in sediment cohesiveness 
between the sandy and muddy treatments. Cohesiveness is largely governed by clay content 
(Joensuu et al. 2018). At high water contents, muddy sediment becomes akin to a viscous liquid 
and easy to entrain, whereas at low water contents, muddy sediments have much greater cohesion 
and a higher erosion threshold (Grabowski et al. 2011). In our study, although the compact-muddy 
sediment was more penetrable and had a lower absolute bulk density than the soft-sandy sediment 
(see Table 2), it was noticeably more cohesive and stickier than any of the other sediment 
treatments. The biomechanics of burrowing are different depending on the sediment type (Crane 
& Merz 2017): in cohesive mud, animals burrow through crack propagation, whereas in coarse 
sand they may burrow through local fluidization or excavation (Dorgan 2015). The cohesiveness 
of the compact-muddy sediment could have presented an obstacle to the bivalves’ burrowing of 
similar magnitude to the high penetration resistance of the compact-sandy sediment, and probably 
affected the biomechanics of the burrowing animals.  
 
Though we found that within our experiment behavioral differences between the treatments were 
mainly driven by sediment bulk density rather than grain size, in nature the sediment grain size 
provides important constraints for species habitat. Many studies have described species 
assemblages to vary along a sediment grain size gradient (Ysebaert et al. 2002, Thrush et al. 2003, 
Compton et al. 2013, Pratt et al. 2014). However, most of these studies are correlative and the 
mechanics that underpin the habitat-animal associations prove to be elusive (Snelgrove & Butman 
1994). Other factors, like hydrodynamics, may be equally important. For example, the sandy areas 
in the Western Scheldt have a high degree of hydrodynamic stress and have impoverished benthos 
communities compared with the species-rich sandy areas in the Eastern Scheldt which have low 
hydrodynamic stress (Cozzoli et al. 2013). Bulk density effects are generally not included in these 
kind of field studies. Our study highlights that including bulk density measurements may add an 
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extra level of understanding to benthic macrofauna distribution and especially macrofauna activity 
in terms of sediment mixing. 
 
High burrowing ability is essential for bivalves to survive in unstable sediments (Alexander et al. 
1993, Takeuchi et al. 2015). All animals in our study burrowed faster in the soft sediments, and 
the small C. edule and S. plana burrowed faster than the larger adult ones in certain treatments. 
However soft sediment is more easily eroded than compact sediment (Grabowski et al. 2011). In 
most bivalve species, like C. edule and M. balthica, juveniles live closer to the surface than adults 
and may hence be more easily dislodged by erosion during storms (Tallqvist 2001, St-Onge & 
Miron 2007). Yet, smaller and younger bivalves may compensate for their shallower living depth 
during erosion events by being able to burrow faster than adults in high bulk density conditions. It 
would be interesting to further investigate whether there is a tradeoff between sediment 
compaction effects on the erodibility and burrowing rate, and how this might impact the 
overwintering survival of juvenile versus adult bivalves.  
 

Sediment	bulk	density	effects	on	benthic	macrofauna	survival	and	predation	
 
Extreme bulk density sediments may present difficult living conditions for benthic macrofauna 
and affect their survival due to physiological constraints. At very low bulk densities, sediments 
might become so soft that animals have to expend a great amount of energy to keep their position 
in the sediment or unclog their feeding apparatus of small mud particles (Lohrer et al. 2006, 
Mestdagh et al. 2018). High bulk densities would present different challenges. For example, our 
high bulk density treatments most likely inhibited A. marina’s ability to ventilate their burrows 
which is energetically costly in low sediment permeability (Meysman et al. 2005), thus greatly 
reducing their survival.  
 
Other ecological mechanisms, like predation risk and growth efficiency, might be affected by 
sediment bulk density as well. At shallower depths, the feeding area of deposit-feeding bivalves is 
increased as the siphon can be extended onto a larger surface area (Zwarts et al. 1994), whereas 
bivalves respond to predator presence by burrowing deeper (Griffiths & Richardson 2006, Flynn 
& Smee 2010). In high bulk density sediment, M. balthica may have increased energy expenditure 
during burrowing or feeding, which would reduce M. balthica’s growth efficiency. In addition, M. 
balthica would also stay closer to the surface in high bulk density sediment, thereby increasing its 
vulnerability to predation. Similarly, when H. diversicolor feeds at the surface, it is vulnerable to 
predation and its escape depends on speed (Ens et al. 1997). Considering that H. diversicolor 
burrowed significantly faster in softer low bulk density sediments, we can conclude that H. 
diversicolor and other surface deposit feeding polychaetes might also be more vulnerable to 
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predators in high bulk density sediments because of decreased possibility of escape. Thus benthic 
animals may have lower survival in high bulk density conditions due to increased risk of predation. 
 

Implications	for	animal-sediment	interactions	and	ecosystem-scale	impacts	
 
Benthic macrofauna change their behavior under different bulk densities which can have 
consequences for the biogeomorphology and biogeochemistry of tidal flats. Under higher bulk 
densities, a reduction in the depth at which infauna burrow, which we observed in particular for 
M. balthica (Fig. 3), may lead to a shallower apparent redox potential discontinuity (Gerwing et 
al. 2017), which could decrease the depth of the biologically active zone depth (Sturdivant and 
Shimizu 2017). Furthermore, a decrease in bioturbation and especially non-local mixing activity 
in high bulk density sediment, which we observed for important gallery diffusor H. diversicolor 
(Fig. 7), could lead to reduced sediment permeability and oxygen penetration of the sediment 
(Aller & Aller 1998, Michaud et al. 2006) as well as a build-up of a mud layer due to decreased 
resuspension or incorporation of mud into the sediment matrix (Montserrat et al. 2008; McCartain 
et al. 2017). In addition, a reduction in non-local mixing of H. diversicolor would decrease 
microbial processing of organic material which would reduce nutrient release into the porewater 
(Mermillod-Blondin et al. 2004). Changes in bivalve behavior may also affect tidal flat 
biogeochemistry, for example, reduced siphon movement and pumping rate due to more compact 
high bulk density sediment would increase the time between bouts of oxygenation of the sediment 
which might lead to short-term anoxic conditions and decreased denitrification (Volkenborn et al. 
2012). Thus higher sediment bulk densities may have negative consequences for the ecosystem 
function of benthic macrofauna. Indeed, a reduction in their burrowing depth and bioturbation 
activity could lead to a shallower and less well-oxygenated surface sediment layer which would 
impact microorganisms and eventually nutrient cycling. Low bulk density sediments may have the 
opposite effect and stimulate nutrient cycling due to increased bioturbation. 
 
Because sediment bulk density tends to increase with sediment erosion and decrease with sediment 
deposition (Dyer et al. 2000), we speculate that the macrofauna in an eroding tidal flat are typically 
less mobile than macrofauna in a depositing tidal flat of a similar sediment grain size. Animal-
sediment interactions between bioturbation and bulk density are likely to create positive feedback 
loops for tidal flat biogeomorphology. Bioturbation destabilizes sediment (Widdows et al. 2000) 
which decreases sediment bulk density and, as we found in our study, a soft sediment encourages 
animal movement. These interactions could create a positive feedback loop between low sediment 
bulk density conditions and elevated benthic macrofauna movement. The opposite feedback loop 
would occur under high bulk density sediment where sediment conditions discourage animal 
movement which in turn may lead to further sediment compaction. However, non-cohesive soft 
sediments are generally more vulnerable to erosion than compact sediments (Grabowski et al., 
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2011), and greater animal activity may cause these sediments to be even more easily eroded. More 
investigation on animal-sediment interactions, particularly on whether animal activity under 
different bulk densities affects tidal flat biogeochemistry and generates positive 
biogeomorphology feedback loops, would be necessary to tease out the importance of sediment 
bulk densities for tidal flat functioning and evolution.  
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Supplementary tables 
 
Table S1: Mean and standard deviations for measured variables burrowing depth, luminophore dispersal, 
and oxygen consumption. Each experimental block (species-sediment combination) has an N=6, except for 
the oxygen consumption blocks which have an N=3. CS = compact-sand, SS = soft-sandy, CM = compact-
muddy, SM = soft-muddy; (S) = Small, (L) = Large.   
 

Sediment Species 
Burrowing Depth (mm) 

Luminophore Dispersal  
(105 luminophore counts) 

Oxygen Consumption 
(mmol O2 m-2 d-1) 

Mean Std. Deviation Mean Std. Deviation Mean Std. Deviation 
CS C. edule (S) 7.1 2.2 2.376 0.197   
SS C. edule (S) 6.9 4.3 2.982 0.596   
CM C. edule (S) 13.7 8.9 2.863 0.290   
SM C. edule (S) 13.2 5.3 3.321 0.505   
CS C. edule (L) 18.8 4.9 2.519 0.454 6.4 3.9  
SS C. edule (L) 15.7 4.4 3.004 0.527 11.6 2.0  
CM C. edule (L) 18.5 3.6 2.668 0.621 4.4 4.1  
SM C. edule (L) 23.3 5.9 3.762 0.308 7.7 8.6  
CS M. balthica 20.6 5.5 2.828 0.472 5.4 2.8  
SS M. balthica 32.2 7.6 2.878 0.581 10.0 5.0  
CM M. balthica 19.8 7.3 2.560 0.416 1.5 4.9  
SM M. balthica 27.8 8.1 3.663 0.366 5.5 10.5  
CS S. plana (S) 85.2 21.9 4.189 2.170 13.9 7.2  
SS S. plana (S) 83.7 12.8 6.381 2.492 20.5 3.7  
CM S. plana (S) 109.2 19.1 3.898 1.43.4 24.1 5.5  
SM S. plana (S) 96.7 18.8 4.802 0.964 14.9 7.3  
CS S. plana (L) 58 24 3.065 1.147 18.8 4.2  
SS S. plana (L) 81 37 5.005 2.284 18.9 11.4  
CM S. plana (L) 86.5 28.9 3.785 1.754 25.9 5.8  
SM S. plana (L) 89.5 27.8 4.328 0.632 18.1 4.0 
CS A. marina 35 0 2.770 0.764   
SS A. marina 57.9 21.4 2.984 0.934   
CM A. marina 42.5 37.5 3.482 0.649   
SM A. marina 54.5 24.5 4.313 0.374   
CS H. diversicolor 53.6 31.2 3.196 0.790 26.2 4.3  
SS H. diversicolor 65.4 19.2 3.394 0.962 22.8 6.2  
CM H. diversicolor 60.3 26.9 3.520 0.294 38.0 1.8  
SM H. diversicolor 60.5 24.3 4.490 0.295 27.4 11.5  
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Table S2: Model estimates and Wald test results for the logistic regression model of bivalve burrowing. 
The best model was of the form: Burial ~ bulk density ´ grain size ´ species + hour. Because there was an 
interaction between the sediment characteristics, we present the model results for the sediment treatment 
combination (CS = compact-sand, SS = soft-sandy, CM = compact-muddy, SM = soft-muddy; (S) = Small, 
(L) = Large.) We presented relevant interaction with species only. The intercept for the estimates 
corresponds to the soft-sandy/small C. edule experimental block. We used Wald tests to estimate the 
significance of sediment and species treatments, as well as relevant comparisons, indicated by dashes (-) 
between treatments and blocks.  
 

model estimate Wald tests 
  B Std. Error eB 2.50% 97.50%  source c2 df p>c2 
           

Intercept 7.1 0.89 1181.9 2.16 17.58 sediment    

Muddy (grain size) -0.89 0.97 0.41 37.46 1812.77 Grain size 0.85 1 0.36 
Compact (bulk density) -5.31 0.95 0.0049 18.73 477.63 Bulk density 30.6 1 0 
Compact - muddy  -2.24 0.91 0.11 1.06 16.2 Grain size - Bulk density 3.6 1 0.057 
           

M. balthica -0.25 0.71 0.78 0.19 3.14  species 33.0 4 0.000 
S. plana (L) 0.73 0.70 2.08 0.53 8.30  C. edule (L) - C. edule (S) 12.0 1 0.001 
C. edule (S) 2.45 0.70 11.57 3.02 47.55  S. plana (L) - S. plana (S) 11.7 1 0.001 
S. plana (S) -1.83 0.74 0.16 0.04 0.67      

Hour -0.16 0.02 0.85 0.82 0.87      
           

CS:M. balthica -2.00 1.16 0.14 0.01 1.19  
SS:C. edule (S) - SS:C. 
edule (L) 

1.0 5.7 0.020 

CM:M. balthica -0.63 1.06 0.53 0.06 4.17  
CM:S. plana (S) - CM:S. 
plana (L) 

1.0 9.9 0.000 

SM:M. balthica -1.66 1.00 0.19 0.03 1.33      

CS:S. plana (L) 0.06 1.48 1.06 0.06 31.15      

CM:S. plana (L) 0.95 1.39 2.59 0.20 69.54      

SM:S. plana (L) -3.97 1.04 0.02 0.00 0.14      

CS:C. edule (L) -1.66 1.48 0.19 0.01 5.57      

CM:C. edule (L) -0.76 1.39 0.47 0.04 12.42      

SM:C. edule (L) -3.36 0.99 0.03 0.00 0.23      

CS:S. plana (S) -0.19 1.17 0.83 0.07 7.75      

CM:S. plana (S) -1.66 1.06 0.19 0.02 1.47      

SM:S. plana (S) -1.40 1.02 0.25 0.03 1.83         
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Table S3: Analysis of Variance for burrowing depth, oxygen consumption, luminophore dispersal, and 
luminophore peak value according to sediment bulk density, grain size, and species. The best model form 
as selected by AIC is shown in parentheses next to the source variable (BD = bulk density, GS = grain size). 
 

Source df 1 df 2 F value p value 
Burrowing depth (BD x GS x Species)    
bulk density 1 278 46.3 0 
grain size 1 278 8.5 0.004 
species 4 278 206.4 0 
bulk density  x grain size 1 278 0.04 0.83 
bulk density x species 4 278 7.2 0 
grain size x species 4 278 10.4 0 
bulk density x grain size x species 4 278 1.3 0.28 

     
Oxygen consumption (BD x GS + Species)    
bulk density 1 53 0.17 0.67 
grain size 1 53 0.56 0.45 
species 3 53 32.47 0 
bulk density  x grain size 1 53 3.7 0.06 

     
Luminophore dispersal (BD + GS + Species)    
bulk density 1 154 9.6 0 
grain size 1 154 32.7 0 
species 6 154 9.4 0.0026 

     
Luminophore peak value (BD + GS + Species)    
bulk density 1 64 1.2 0.27 
grain size 1 64 8.7 0.004 
species 2 64 2.3 0.1 
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Abstract  
 
Storm-induced erosion events may alter the diversity of tidal flat communities by selecting for 
species that can better tolerate such disturbances. Introduced and invasive species are highly 
adaptable to a wide range of abiotic characteristics, and this adaptability may make them better 
able to withstand erosion events. With a novel flume method, we compared the ability of two 
bivalve species to resist storm-induced erosion: Cerastoderma edule, a native species to the 
Scheldt estuary in the Netherlands, and Ruditapes philippinarum, an introduced species that is 
successful in the Netherlands and worldwide. We used three sediment erosion rates to simulate 
storms of increasing severity. At the 10.6 cm/h and 15.9 cm/h sediment erosion rates, all R. 
philippinarum were surfaced whereas only half C. edule were surfaced. However, after being 
brought to the sediment surface, C. edule were more readily transported by currents and waves 
than R. philippinarum due to differences in their shell shape. We concluded that the two bivalve 
species have different strategies to avoid mortality by severe storm erosion: C. edule avoided being 
surfaced and R. philippinarum avoided being transported. In this case, it appears that extreme 
storms favor the specific adaptations of a native species over the broad adaptability of a non-



Chapter 3: How bivalves cope with storm erosion 

 49 

indigenous one. Indeed, C. edule may be more likely to survive moderately extreme storms than 
R. philippinarum, though the most extreme storms would be equally devastating to both species. 
 
 

Introduction 
 
Bivalves are key components of intertidal marine ecosystems: not only do they serve as food for 
many birds and fish (Hiddink et al. 2002, Bocher et al. 2014), but they also perform vital ecosystem 
services such as oxygenating the sediment and creating habitat for deeper living organisms 
(Kristensen 1988, Thrush et al. 2006, Gray & Elliott 2009). Under daily hydrodynamic forcing, 
slow-moving adult bivalves are safe from erosion due to their size and burrowing depth (Yeo & 
Risk 1979, Hunt 2004). However, extreme storms can erode 10-15 cm of sediment on intertidal 
flats in a single event (see (Yeo & Risk 1979, Hu et al. 2017, Zhu et al. 2019, de Vet et al. 2020), 
thereby not only threatening shallow-buried juvenile bivalves, but also adults. Severe storm-
induced erosion can decrease macrofaunal abundances (de Vet et al. 2020), cause long-term 
community structural change (Ong & Krishnan 1995), and large bivalve mortality events (Rees et 
al. 1977, Yeo & Risk 1979, Cadée 2016, Shi et al. 2021). Indeed, exposure of bivalves to the 
sediment surface can increase the risk of mortality by predation (Hiddink & Wolff 2002), 
desiccation (Kurihara 2003), and transport to unfavorable habitat (Cadée 2016). In addition, the 
majority of storms in temperate regions occur in the autumn and winter which coincides with low 
temperatures and food scarcity that can send bivalve into a dormant, or quasi-hibernating, state 
(Newell & Bayne 1980). Bivalves in a dormant state have reduced mobility (Haider et al. 2020) 
which makes them even more vulnerable to storm-induced erosion than if they were actively able 
to burrow further down into the sediment. As the frequency and intensity of storms may increase 
with climate change (Stocker et al. 2013), they could shape tidal flat communities by selecting for 
species that are less vulnerable to disturbances from storms. 
 
Invasive and introduced bivalve species are in general highly adaptable (Bates et al. 2013), which 
may make them more resilient to severe storm-induced sediment erosion events than native 
species. Many studies (Schneider 2008, Bielen et al. 2016, Vázquez et al. 2021, Domínguez et al. 
2021) have shown that invasive and introduced bivalves have lower mortality and lower indicators 
of physiological stress under extreme temperatures and salinities compared to their native 
counterparts. It remains however unknown whether invasive and introduced species show a similar 
tolerance towards extreme physical disturbances like storm-induced erosion. Because burrowing 
faster than the sediment erosion rate would allow a bivalve to escape storm-induced erosion, the 
ability to burrow quickly may be a trait that facilitates invasions of shallow-burying bivalves in 
tidal flats that face increasingly frequent and severe storms.  
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The manila clam Ruditapes philippinarum (Adams and Reeve 1850), a native of the subtropical 
Pacific, is a successful introduced species worldwide to the extent that it has replaced the native 
Ruditapes decussatus (Linnaeus, 1758) in several disturbed estuaries in Europe like Arcachon Bay 
in France and the Venice lagoons in Italy (Bidegain & Juanes 2013). Since 2008, it has been found 
in the Scheldt estuary on the border of Belgium and the Netherlands (Foekema et al. 2014), living 
in the same sediment as the native cockle, Cerastoderma edule (Linnaeus 1758). C. edule and R. 
philippinarum are filter feeders and live close to the sediment’s surface (generally 1-3 cm depth 
for C. edule (Zwarts & Wanink 1989) and 1- 4 cm depth for R. philippinarum (Lee 1996)). While 
R. philippinarum is not assessed to be an invasive species in the Scheldt, it is a species on the 
Watch list risk category because of its high fecundity, pelagic larvae, and high colonization 
potential (Foekema et al. 2014). Because the two species are found in the same sediments and 
occupy a similar function, there is concern that the two may compete for habitat. Indeed, the 
presence of R. philippinarum has increased in the Scheldt estuary over the past few years, as has 
its habitat overlap with C. edule. In 2014, Wageningen Marine Research’s monitoring campaign 
conducted in the Scheldt estuary found that 8% of samples with either species contained both, 
whereas in 2019 and 2020, 29% of samples with either species contained both (Troost et al. 2021).  
 
While the spatial overlap between the two species is increasing in the Scheldt, studies have shown 
that R. philippinarum prefers habitat with less hydrodynamic forcing than C. edule (Bouma et al. 
2001, Bidegain & Juanes 2013, Cozzoli et al. 2014). However, a habitat preference for lower 
hydrodynamic forcing does not necessarily translate to a lower tolerance towards rare extreme 
events of high hydrodynamic forcing, like storms. Indeed, invasive and introduced species can 
frequently tolerate a wide range of abiotic conditions (Lenz et al. 2011), and R. philippinarum has 
demonstrated high physical tolerance to extreme temperature and salinity (Brusà et al. 2013) which 
can translate to lower mortality risk from non-environmental factors like predation (Domínguez et 
al. 2021). The flexibility shown by R. philippinarum to other abiotic stressors may manifest in 
greater resilience to storm-induced erosion events than C. edule, despite its preference for a habitat 
with calmer hydrodynamics.  
 
Although storm events can have a large impact on benthic macrofauna, their effects are difficult 
to study in situ, as their unpredictable nature can make fieldwork hard to plan and unsafe. 
Laboratory flume experiments simulating stormy conditions provide an alternative that allows for 
direct observation during storm-like conditions. Thus, we firstly studied the erodibility of R. 
philippinarum and C. edule in a custom-designed flume that allowed us to simulate rapid sediment 
erosion at precise rates. To our knowledge, the vulnerability of adult bivalves to storm-induced 
erosion events has not explicitly been studied before in an experimental context. Secondly, we 
examined whether the two species had different dormancy incidences over a late fall-early winter 
season, as this may strongly affect a species ability to escape surfacing during erosion events. 
Thirdly and finally, we tested if the differences in shape between the two bivalves would affect 
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their transport speed, once brought to the surface. Although the two species have similar functions 
and habitat, they are morphologically different with C. edule having a round shell and R. 
philippinarum having a flatter shape. We expected their difference in shape to translate to a 
difference in transportability because the initiation of particle movement is known to mainly 
depend on shape (Paphitis et al. 2002). Our overarching hypotheses for the experiments were: 1) 
R. philippinarum would have a higher surfacing rate than C. edule due to its preference for habitat 
with lower hydrodynamic forcing; 2) R. philippinarum would have a higher rate of dormancy than 
C. edule due to its subtropical origins, and 3) once surfaced, the transport speed of C. edule would 
be faster than that of R. philippinarum due to its rounder shape. 
 
 

Methods 
 

Mimicking	storm-induced	rapid	erosion	events:	the	concept	and	flume	design	
 
Manipulating sediment erosion rates is important to better understand bivalve vulnerability to 
storm-induced erosion, because storms do not all have the same intensity. As storms of higher 
intensity can induce larger volumes of sediment erosion than storms of a lower intensity (Hu et al. 
2017, de Vet et al. 2020), the proportion of surfaced bivalves in a population is likely to increase 
with the intensity of a storm. We may also observe threshold effects, where once a certain sediment 
erosion rate is reached, all the individuals of a population are surfaced. Racetrack flumes have 
been used to study the erodibility of newly settled bivalves to great success (Lundquist et al. 2004, 
Hunt 2004, St-Onge & Miron 2007), however, it is difficult to mimic extreme sediment erosion 
rates in a racetrack flume with a controlled intensity. For example, Hunt (2004) caused only 0.5 to 
1 cm of erosion using a racetrack flume, whereas we wished to be able to mimic intense storms 
where much larger volumes of sediment can be quickly eroded (5-15 cm, cf. de Vet et al., 2020; 
Hu et al. 2017). In our experiment, we used a custom-made flume (Fig. 1a & b) where we could 
control the sediment erosion rate precisely, which was ideal for examining the effects of varying 
intensity of storm-induced erosion on adult bivalve erodibility. 
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Figure 1: Schematic of the storm erosion flume showing a) the exterior, b) top view with: (1) Front basin 
and cooling system (2) Flume channel (3) Sediment core (4) Back basin, pumps, and circulation tubes (5) 
Cart with pneumatic piston to raise the sediment core (6) Direction of water through flume channel. The 
water flows through the main channel (2) of the flume, over the sediment core (3), and is then circulated 
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back with tubes running beneath the main channel. A constant water flow of 40 cm/s was generated by 
three pumps at the end back basin of the flume (4). A Lauda WKL 3200 Recirculating Chiller with a 
stainless-steel cooling spiral was used to counteract the heating of the water by the pumps (1). c) A 
schematic drawing showing the functioning of the flume during a run to test the erodibility of a bivalve. 
The sediment core is pushed upwards into the 40 cm/s water flow (panels 1,2,3). As the sediment overlying 
the bivalve is eroded (panel 2), the bivalve needs to burrow down into the sediment to escape being surfaced 
(panel 3). The speed of sediment erosion is determined by the upwards movement of the sediment. If the 
bivalve’s burrowing speed is slower than the upwards movement of the sediment core the bivalve is 
surfaced (panel 4a). If the bivalve is faster, it remains burrowed (panel 4b). The run ends when the bivalve 
is surfaced or after 60 minutes. 
 
To study the effect of rapid storm-induced erosion during winter, when benthic animals are least 
active and storms are most prevalent, we conducted a flume experiment from November 12, 2019 
to January 15, 2020. All experiments were conducted in the previously described custom-made 
flume (Fig. 1a), containing a sediment core that could be pushed up with a pneumatic pump 
through a 16 cm diameter hole in the bottom of the flume. Given that the sediment core directly 
erodes as soon as the sediment enters the 40 cm/s flow in the flume, the erosion rate that animals 
in the sediment core experiences is equal to the rate by which the core was pushed into the flume. 
The water flow of 40 cm/s does not affect the erosion rate. Rather, the 40 cm/s flow was chosen to 
be fast enough to erode the gradually surfacing part of the sediment core and immediately  transport 
the sediment to the back of the flume. For animals to withstand erosion, they thus must actively 
burrow down into the sediment with at least the same speed as the core is being pushed into the 
flume (Fig. 1c). 
 
We used three sediment erosion rates to simulate different levels of storm intensity: 5.3 cm/h, 10.6 
cm/h, 15.9 cm/h. The final erosion rate represents the upper limit of storms that we have observed 
in the Scheldt estuary in the past 30 years (Hu et al. 2017, de Vet et al. 2020). By using three 
different sediment erosion rates, we could test whether there was an interaction between erosion 
rate and species on bivalve erodibility. 
 

Bivalve	collection	and	experimental	set-up	
 
We collected at least fifty adults per species between 25 and 35 mm in length at Oesterdam, a 
sandy site in the Eastern Scheldt (51.46670, 4.22139),  on a biweekly basis. Because their shell 
morphologies were different, we selected Ruditapes philippinarum and Cerastoderma edule that 
had the same dry weight (shell and flesh mean: 5.2 g and SD: 1.2 g) instead of the same shell 
length. R. philippinarum had a greater shell length than C. edule (mean: 30.9 mm and SD: 2.4 mm 
vs mean: 28.1 mm and SD: 2.1 mm), but C. edule had a greater shell width and height than R. 
philippinarum (C. edule shell width mean: 25.5  mm and SD: 1.4 mm vs. R. philippinarum mean: 



Chapter 3: How bivalves cope with storm erosion 

 54 

23.2 mm and SD: 1.9 mm, and C. edule shell height mean: 21.1 mm and SD: 1.5 mm vs. R. 
philippinarum mean: 17.0 mm and SD: 1.7 mm). The narrow size range ensured that there was no 
size effect on erodibility. The bivalves were stored in baskets in tidal tanks in a climate-controlled 
room with an air temperature of 9 °C, for at least a week to ensure acclimatization to laboratory 
conditions before being used in the experiments. This temperature was chosen to mimic the mean 
November and December air temperature. Each tidal tank system was composed of two 1.2 m by 
0.8 m tanks stacked on top of each other (Cao et al. 2018). Unfiltered water from the Eastern 
Scheldt estuary, which has a salinity of 31 ppt, was pumped from the bottom tank up to the top 
tank to simulate tidal conditions. High tide conditions (5 cm water above experimental units) lasted 
six hours and occurred twice a day. High tide was imposed by pumping water to the higher basin, 
using a free-fall overflow system for the return flow. The latter kept the water well-oxygenated. 
The water temperature in the tidal tanks was around 9 °C in November 2019 and around 7.5 °C in 
January 2020 when the experiment ended, which was 1-2 degrees warmer than the water in the 
Scheldt. There was no sand in the tidal tanks and the bivalves were kept in baskets, with around 
30 individuals per basket. We changed the water once a week. Since the bivalves are filter feeders, 
we fed them with an algal concentrate (Shellfish Diet from Reed Mariculture) 5 mL per tank twice 
per week to supplement the food contained in the raw Eastern Scheldt water.   
 
The day before the experiment, we selected twelve individuals randomly from the two species (six 
per species). The twelve individuals were placed on top of twelve cores to burrow. Each core was 
made from a sawed-off PVC pipe (30 cm length, 11.5 cm width) with a removable bottom cap, 
and was filled to 10 cm below the rim. We filled the experimental cores with a single sediment 
which had a comparable grain size distribution to the sediments from the collection location at the 
Oesterdam. The Oesterdam sediment had an average grainsize ranging between 250 and 270 μm 
and the sediment used in the experiments had an average grain size of 246 μm. The field and 
experimental sediments mainly consisted of medium (250-500 μm; 40-45%) and fine (125-500 
μm; 40-60%) sand. The twelve cores were kept in a tidal tank in the same mesocosm room that the 
bivalves were stored and set to the same tidal cycle as the other tanks. The morning after placing 
the twelve bivalves (six per species) on top of the twelve cores, we checked the dormancy of the 
bivalves by noting if any had remained lying on the sediment surface. We then selected one core 
that had a burrowed (i.e. active) individual for each flume run (maximum three flume runs a day).  
 

Estimating	species-specific	dormancy	rates	
 
We monitored the proportion of dormant individuals in our collected bivalve populations from 
November 2019 to January 2020 because we were interested in whether winter-induced dormancy 
would impact the erodibility of the bivalves. We considered “dormancy” the hibernation state that 
bivalves can enter in cold winter conditions (Newell & Bayne 1980) when it may experience food 
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scarcity and even starvation (Haider et al. 2020). The state that we call dormancy throughout the 
paper can also be caused by environmental stressors, like hypoxia (Storey & Storey 1990).  It is 
characterized by low metabolic activity (Haider et al. 2020), thus dormant bivalves stayed on top 
of the sediment and did not burrow. C. edule are also known to have their burrowing capacity 
inhibited by parasites, but as infected C. edule are usually found on top of the sediment in the field 
(Thieltges 2006), we hopefully avoided infected cockles by only collecting burrowed individuals. 
It is also possible that the dormant state was partly a response to the stress of acclimation to the 
mesocosm environment. Whatever the cause, we kept track of the number of C. edule and R. 
philippinarum that were dormant over the season. As we only used burrowed individuals for our 
flume experiments, dormancy did not impact our experiments. However, dormancy could impact 
the erodibility of bivalve populations in the field, as dormant bivalves may be passively surfaced 
by a storm by being unable to escape erosion by digging.  
 
To track the proportion of dormant individuals, we counted the number of unburrowed individuals 
on the mornings of days that we conducted flume experiments out of the twelve individuals (six 
per species) that were laid out on cores 24 hours prior. Because we collected new bivalves every 
two weeks, this allowed us to better understand if dormancy changed over the course of the late 
fall-early winter season (November 12, 2019 to January 15, 2020). Please see Table S1 for the 
dates that we checked bivalves for dormancy. 
 

Storm	erosion	flume	runs	with	increasing	intensity	of	sediment	erosion	
 
Experiments were conducted in the custom-made flume (Fig. 1a & b). The flume was filled with 
sea water to a height of 15 cm, which minimized turbulence within the flume, and during each run 
the current velocity was 0.40 m/s. In addition, the water used in the flume was chilled overnight 
in 1000 L tank to a temperature of 3-5 °C before being used to simulate winter water temperatures. 
While we acclimated the bivalves to the flume conditions for thirty minutes before each run, the 
bivalves may have experienced some shock due to the water temperature difference between the 
tidal tanks (7.5-9 °C) and the flume environment (3- 5 °C), which may have affected their ability 
to burrow into the sediment. 
 
We performed 50 flume runs (25 C. edule and 25 R. philippinarum) over the course of 6 weeks. 
During each run, a sediment core containing a single bivalve was used. We conducted three trial 
types with three sediment erosion rates: 5.3 cm/h (10 single-individual runs per species), 10.6 cm/h 
(8 single-individual runs per species), and 15.9 cm/h (7 single-individual runs per species). We 
could perform a maximum of three runs per day because we needed to drain and refill the flume 
chamber from the chilled water storage tank after every run to minimize warming of the water due 
to pump friction. The run ended after 60 minutes had elapsed or when a bivalve was transported 
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outside of the core. A bivalve was considered to be surfaced when it was completely exposed on 
top of the sediment. The flume runs were recorded with a camera to assess bivalve behavior within 
the flume and confirm the time of erosion. We retrieved the bivalve after the run was complete for 
morphological measurements.  
 

Racetrack	flume	to	measure	bivalve	transport	speed	once	surfaced	
 
To gain a better understanding of whether the fate of the bivalves may be different once surfaced, 
we measured the transport speed for both species under currents and waves. We used the NIOZ 
racetrack flume, a large flow channel (17.5 m length, 3.25 m width) where waves and a constant 
unidirectional flow of up to 0.60 m/s can be generated. We inserted a 30 cm wide ´ 40 cm long ´ 
10 cm deep bed of sand in the test section, which we flattened in between runs. Before each run, 
we deposited six bivalves (three of each species) in a line perpendicular to the current on top of 
the sand. We performed separate trials to test the effects of current speed and increasing wave 
height on bivalve transport. We used four levels of current velocity (i.e. 0.089 m/s, 0.114 m/s, 
0.135 m/s, and 0.168 m/s) and four levels of wave height with a constant underlying current 
velocity of 0.089 m/s (i.e. 3.6 cm, 5 cm, 5.6 cm, and 6.4 cm). We used six new bivalves (three per 
species) for each run and performed two runs per current speed or wave height setting. During 
each flume run, we measured the speed at which the bivalves were transported across the sand.  
 

Statistical	analysis	
 
We used logistic regression to determine whether there was a difference between the surfacing 
probability of the two species and whether the surfacing probability increased with increasing 
erosion rate. Logistic regression is a generalized linear model with a logit-link function to a 
binomial distribution, where the response variable is modeled as a binary outcome (Equation 1).  
We fit the bivalve surfacing (0 = burrowed, 1= surfaced) to erosion rate (continuous), species (two-
level categorical), water temperature in the flume (continuous) and date (continuous). It is 
appropriate to treat erosion rate in the surfacing model (Equation 1) as a continuous variable 
because the differences between our measurement points are meaningful quantitative measures 
(Quinn and Keough, 2002, page 136). Surfacing probabilities in between our three measured points 
can be interpolated from the logistic regression model (see Fig. 3 for model fits).  Because we 
wanted to know whether there was a difference in the direction of responses to accelerating 
sediment erosion depending on the species, we tested an interaction between erosion rate and 
species.  
 
 
Our model was as follows: 
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𝑆𝑢𝑟𝑓𝑎𝑐𝑖𝑛𝑔!~𝐵𝑖𝑛𝑜𝑚𝑖𝑎𝑙	(𝑝!) 

𝑝! =	
𝑒"!#$%&'!&()*+,"×./,0!,'"#1*+,"#2*+,%3,4/,%*+5%,"

1 + 𝑒"!#$%&'!&()*+,"×./,0!,'"#1*+,"#2*+,%3,4/,%*+5%,"
 

(Equation 1) 
 
Where 𝑆𝑢𝑟𝑓𝑎𝑐𝑖𝑛𝑔! is 𝑖th observation of surfacing, 𝑝! is the probability of surfacing occurring, and 
𝛽6 is the model intercept.  
 
We also used a logistic regression model to examine whether there was a difference in dormancy 
probability (0 = active, 1 = dormant) between species as well as whether there was a seasonal trend 
to dormancy probability. The model for dormancy probability was similar to the one depicted in 
Equation 1, with dormancy probability as the response variable, and species (categorical) and date 
(continuous) as covariates. We included an interaction between species and date to test whether a 
seasonal trend differed by species. We tested the significance of the logistic regression coefficients 
using a Wald test, which is similar to a t-test but uses ratios which is appropriate for logistic 
regression (Quinn and Keough, 2002, page 363).  
 
The bivalve transport speed was modeled using a lognormal two-part, or hurdle, model with 
current speed (continuous) or wave height (continuous) and species (two-level categorical) as 
covariates. A hurdle model is used to model a process where the response variable must overcome 
a “hurdle” to be measured. In this case, the bivalves must first be transported to have a measured 
transport speed. The hurdle model has two parts (Equation 2). In the first step, a binomial model 
is used to model the probability (𝑝!) that a zero is observed, which in our case is whether a bivalve 
remains untransported and stationary. In the second step, a lognormal model is used to model non-
zero response data, which is the speed of the transported bivalves (𝜇!). The lognormal distribution 
for the non-zero transport speed was appropriate because these data were positive, continuous, and 
lognormally distributed. 
 

𝑇𝑟𝑎𝑛𝑠𝑝𝑜𝑟𝑡	(𝑦 = 0)!~𝐵𝑖𝑛𝑜𝑚𝑖𝑎𝑙	(𝑝!) 

𝑝! =	
𝑒"!#75%%,(+8%2*9,'"#./,0!,'"

1 + 𝑒"!#75%%,(+8%2*9,'"#./,0!,'"
 

 
𝑇𝑟𝑎𝑛𝑠𝑝𝑜𝑟𝑡	(𝑦 > 0)!~𝐿𝑜𝑔𝑛𝑜𝑟𝑚𝑎𝑙	(𝜇!) 
𝜇! =	𝑒"!#75%%,(+8%2*9,'"#./,0!,'" 

 
𝐸(𝑇𝑟𝑎𝑛𝑠𝑝𝑜𝑟𝑡!) = (1 − 𝑝!) × 𝜇! 	 

(Equation 2) 
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Where 𝑇𝑟𝑎𝑛𝑠𝑝𝑜𝑟𝑡	(𝑦 = 0)! is the 𝑖th observation of untransported bivalves and 𝑇𝑟𝑎𝑛𝑠𝑝𝑜𝑟𝑡	(𝑦 >
0)! is the 𝑖th observation of transported bivalves, and 𝐸(𝑇𝑟𝑎𝑛𝑠𝑝𝑜𝑟𝑡!) is the expected mean of the 
lognormal hurdle model of bivalve transport speed. CurrentOrWaves was the current speed in the 
model for experiments where the flow rate in the flume increased without waves, and 
CurrentOrWaves was wave height in the model for experiments where the wave increased and the 
flow was fixed at 0.089 m/s. 
 
We checked hurdle model fit by ensuring that there was no statistically significant difference 
between the model’s null and residual deviances with a Chi-square test, and by examining the 
residual and Q-Q plots for abnormalities. All models that we report had a good fit according to the 
Chi-square test. As in the logistic regression, we considered the independent variables current 
speed (4 levels) and wave height (4 levels) as continuous variables.  
 
Finally, we used linear regression to model the time it took for a bivalve to be surfaced as a function 
of species (categorical), sediment erosion rate (continuous), date (continuous), and flume water 
temperature (continuous). T-tests were used to determine the significance of the model intercept 
and coefficients. Statistical analyses were performed with the “stats” package in R (R Core Team 
2020) and we used additional functions from packages “aod” (Lesnoff & Lancelot 2012) and 
“binom” (Dorai-Raj 2014). See Table 1 for details on model fits. 
 
 

Results 
 

Species	and	seasonal	effects	on	dormancy	
 
R. philippinarum had a higher dormancy rate (on average 20%) than C. edule (on average 7%, 
Wald’s c2  (1) = 13.5, p = 0.0). The probability of C. edule being dormant increased over the course 
of the experiment with small statistical significance (Wald’s c2  (1) = 3.8, p = 0.04), while the 
dormancy probability of R. philippinarum stayed constantly high (Fig. 2).  
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Figure 2: The probability of dormancy for C. edule (circles) and R. philippinarum (squares) as a function 
of days since the beginning of the experiment (November 12, 2019) until the end of the experiment (January 
15, 2020). We observed the dormancy of 12 individuals (six per species) each day that we performed flume 
runs (see Table S1 for dates). The symbols (circles and squares) represent the observed probability of 
dormancy per week and the vertical lines represent the 90% confidence intervals for these observations. 
We include the model fit for probability of dormancy as a function of days for C. edule, but not for R. 
philippinarum as the model fit was insignificant. See Table 1 for model equation and covariate significance. 
 
Table 1: Model formula (Model), coefficients (Coef.), standard errors (Std. Error), confidence intervals 
for the coefficient (2.5% & 97.5%), test statistics (Test stat.) and p-values (p) for the intercept and 
covariates. We present models of bivalve surfacing, dormancy, surfacing time, and transport in current and 
waves. The transport models have two parts: the first part is a logistic regression describing the probability 
that a bivalve remain untransported (Transport, y=0) and the second part describes the speed of the 
transported bivalve (Transport, y>0). For all models, we indicate in the model formula if the generalized 
linear model required a link (either “logit” or “log”) function. The test statistic for the logistic regressions 
was a Wald’s Chi-square statistic and for the lognormal and normal regressions was a t-statistic. We present 
the test statistic along with its associated degrees of freedom (df). In all models, “Species” is a categorical 
variable and modifies the model intercept when significant. The reference level for the “Species” covariate 
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is R. philippinarum, which means that model predictions for R. philippinarum include the model intercept 
without modification from the “Species” coefficient. The intercept for model predictions for C. edule are 
modified with the “Species” coefficient.  
 

Model Response  Covariate Est. 
Std. 

Error 
2.50% 97.50% Test stat. p 

Logit (Surfacing) ~ Intercept + Sediment erosion rate ´ Species + Water temperature + Date   
 Surfacing Intercept 4.01 3.37 -2.61 11.00 1.40 (df=1) 0.75 
  Sediment erosion rate 0.63 0.22 0.28 1.20 8.00 (df=1) 0.005 
  Species  -6.00 1.95 -10.95 -3.02 9.40 (df=1) 0.002 
  Water temperature -1.58 0.86 -3.48 -0.02 3.40 (df=1) 0.06 
  Date -0.02 0.06 -0.13 0.09 0.081 (df=1) 0.78 
Logit (Dormancy) ~ Intercept + Sediment erosion rate + Species ´ Date   
 Dormancy Intercept -1.00 0.30 -1.63 -0.49 13.1 (df=1) <0.001 
  Species  -2.20 0.60 3.52 -1.1 13.5 (df=1) <0.001 
  Date 0 0 0 0.006 1.40 (df=1) 0.23 
  Species ´ Date 0.03 0.02 0 0.05 3.80 (df=1) 0.04 
(Surfacing time) ~ Intercept + Sediment erosion rate + Species + Water temperature + Date    

 Surfacing 
time 

Intercept 37.81 14.98 -2.61 11.00 2.52 (df=19) 0.02 

  Sediment erosion rate -1.07 0.47 0.28 1.20 -2.28 (df=19) 0.03 
  Species  1.53 4.69 -10.95 -3.02 0.37 (df=19) 0.74 
  Water temperature -2.13 3.19 -3.48 -0.02 -0.66 (df=19) 0.51 
  Date -0.03 0.22   -0.13 (df=19) 0.89 
Logit (Transport, y=0) ~ Intercept + Current speed + Species     

 Transport, 
y=0 

Intercept -15.79 4.29 -26.19 -8.93 10.60 (df=1) 0.001 

  Current speed 97.07 27.05 53.38 162.02 10.30 (df=1) 0.001 
  Species 3.78 1.18 1.81 6.59 6.60 (df=1) 0.01 
Log (Transport, y>0) ~Intercept + Current speed + Species     

 Transport, 
y>0 

Intercept -8.61 3.01 -11.75 -5.59 -5.52 (df=15) <0.001 

  Current speed 58.49 19.77 38.62 78.46 5.76 (df=15) <0.001 
  Species 2.39 0.73 2.11 3.35 8.62 (df=15) <0.001 
Logit (Transport, y=0) ~ Intercept + Wave height + Species     

 Transport, 
y=0 

Intercept -13.41 4.62 -24.97 -6.19 8.4 (df=1) 0.004 

  Wave height 2.39 0.82 1.10 4.42 8.6 (df=1) 0.003 
  Species 5.37 1.78 2.65 9.86 9.1 (df=1) 0.002 
Log (Transport, y>0) ~Intercept + Wave height + Species     

 Transport, 
y>0 

Intercept -7.04 1.35 -9.78 -4.29 -5.21 (df=28) <0.001 

  Wave height 1.19 0.22 0.75 1.64 5.43 (df=28) <0.001 
  Species  1.61 0.38 0.83 2.38 4.2 (df=28) <0.001 
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Species	and	sediment	erosion	rate	effects	on	bivalve	surfacing	
 
R. philippinarum (84% surfaced on average) were more easily surfaced than C. edule (28% 
surfaced on average) (Fig. 3). For both species, the surfacing probability of the individuals 
increased with the sediment erosion rate (Wald c2  (1) = 8, p = 0.005). In fact, all R. philippinarum 
were surfaced at the two highest erosion rates and 60% were surfaced at the slowest one (5.3 cm/h). 
On the other hand, no C. edule were surfaced at the 5.3 cm/h speed, but 25% were surfaced at the 
10.6 cm/h erosion rate and 71% were surfaced at the 15.9 cm/h erosion rate. We observed active 
burrowing behavior in all bivalves used in the flume. 
 

 
 
Figure 3: The surfacing probability (fitted lines) of C. edule (circles) and R. philippinarum (squares) as a 
function of sediment erosion rate, with 0 = no individuals surfaced and 1 = all individuals surfaced. We 
tested bivalve erodibility at three different sediment erosion rates: 5.3 cm/h, 10.6 cm/h, and 15.9 cm/h. The 
symbols represent the observed fraction of surfaced bivalves out of the total number of bivalves tested at 
an erosion rate-species combination. The vertical lines represent 90% confidence intervals, given a binomial 
distribution. See Table 1 for the model fit. 
 
The bivalves appeared to more likely to be surfaced at colder water temperatures in the flume 
(Wald’s c2  (1) = 3.4, p = 0.06). However, it should be noted that we kept the flume temperature 
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within a narrow range (3-5 ºC) and so the lack of a strong temperature effect may be due to small 
variability of the covariate. Finally, the bivalves were surfaced faster with an increasing erosion 
rate (t(19) = -2.28, p = 0.03). This effect was likely driven by R. philippinarum. We did not detect 
a species difference in surfacing time, probably because few C. edule were surfaced in comparison 
to R. philippinarum (0 at 5.3 cm/h erosion rate, 2 at 10.6 cm/h erosion rate, Fig. 4). The time to 
surfacing was not affected by date or water temperature in the flume.  
 

 
 
Figure 4: Time (minutes) elapsed in the flume until bivalve surfacing as a function of sediment erosion 
rate (cm/h) and species: C. edule (circles) and R. philippinarum (squares). We tested bivalve erodibility in 
the flume at three different sediment erosion rates: 5.3 cm/h, 10.6 cm/h, and 15.9 cm/h. In this linear 
regression, we treated erosion rate as a continuous variable. The line represents the model fit (y = 27.9 – 
0.9 x, R2 = 0.21). Please note that there were no C. edule that were surfaced at an erosion rate of 5.3 cm/h 
and that the total number of C. edule that were surfaced was low, especially at an erosion rate of 10.6 cm/h 
(n = 2). As these non-surfacing animals could obviously not be included in these analyses, our statistical 
power for detecting a species effect on the surfacing time was low. 
 
 

Bivalve	transport	speed	
 
Once at the sediment surface, C. edule were transported faster than R. philippinarum (~11 ´ faster 
transport as a function of currents t(15) = 8.62, p<0.001 and ~5 ´ faster transport as a function of 
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wave height with an underlying current speed of 0.089 m/s, t(28) = 4.23, p<0.001) and had lower 
entrainment velocity (fluid velocity that causes initiation of bivalve movement) than R. 
philippinarum (Fig. 5). For example, at a current velocity of 0.168 m/s, transported C. edule had a 
speed of 3.7 ´ 10-2 m/s whereas transported R. philippinarum had a speed of 3.3 x10-3 m/s. 
Furthermore, C. edule initiated movement at a current speed of 0.135 m/s (no waves) and a wave 
height of 3.6 cm with an underlying current speed of 0.089 m/s, whereas R. philippinarum initiated 
movement at a greater current speed (0.168 m/s with no waves) wave height of 5.6 cm, again with 
an underlying current speed of 0.089 m/s (Fig. 5). In addition, a greater proportion of C. edule 
were transported than R. philippinarum at a same wave height or current speed (Wald’s c2  (1) = 
6.6 for current and 9.1 for waves, p £ 0.01 for both). For example, at a wave height of 5.6 cm, 
100 % of C. edule were transported, whereas 50 % of R. philippinarum were transported. We 
observed R. philippinarum sliding across the sand, whereas C. edule rolled.  
 

 
 
Figure 5: The transport speed of bivalves C. edule (circles) and R. philippinarum (squares) in the racetrack 
flume with (left) increasing current speed and no waves and (right) increasing wave height at a current 
speed of 0.089 m/s. The line represents the model fit and the circles represent the mean transport speed for 
each set of bivalves tested at that wave height or current speed (n=3 per species per run, we performed 2 
runs at each wave height or current speed). The vertical lines represent the standard deviation around the 
mean. The dotted 0 line is shown to facilitate the identification of entrainment velocity, which occurs when 
the transport speed > 0. See Table 1 for model equations and covariate significance. 
 
 

Discussion 
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Comparing the erodibility of a native (C. edule) and a non-indigenous (R. philippinarum) bivalve 
revealed that individuals from both species surfaced in greater proportion as the sediment erosion 
rate increased. In line with our first hypothesis, there were large differences in species erodibility: 
R. philippinarum surfaced quicker and at higher rates than C. edule. In line with our second 
hypothesis, we found a higher overall dormancy of R. philippinarum than C. edule, even though 
the incidence of dormancy for C. edule marginally increased over the autumn and winter. Although 
R. philippinarum were more likely to be surfaced by storm-induced erosion, this species had a 
higher entrainment velocity and lower transport speed than C. edule (in line with our third 
hypothesis). The latter implies that R. philippinarum would be less vulnerable to being transported 
to an unfavorable habitat once surfaced than C. edule.  
 

Contextualizing	the	experiments	in	the	natural	setting	
 
While our experiments offer insight into the response of bivalves to extreme sediment erosion, it 
is very challenging to predict when and where these events occur in a natural setting. This is 
because the occurrence of extreme erosion events is the result of the combination of different time- 
and space-varying processes (e.g., waves, tidal flow, wind-driven flow and sediment strength) that 
determine the potential for sudden bed-level changes (Fan et al. 2006, Zhu et al. 2019, de Vet et 
al. 2020). In addition, the storm’s timing in relation to the tidal cycle, and thus the depth of the 
water column (Shi et al. 2017), is very important for determining a storm’s impact (de Vet et al. 
2020). And so, the return time of an extreme erosion event is difficult to determine. In addition, 
the largest bed-level changes occur during a short fraction of the tidal period. For example, a 2014 
storm in the Western Scheldt caused 12 cm of erosion, but only when the water was shallow which 
was 20% of the tidal cycle, with no erosion occurring during the other 80% (Zhu et al. 2019). This 
means that though a storm may last several days, the sudden erosion of the tidal flat and transport 
of benthic macrofauna may occur in short bursts spread over a single or several tidal cycles. 
Furthermore, storm impacts are extremely spatially heterogenous. During a 2016 storm in the 
Western Scheldt, points that experienced ~20 cm and ~0.5 cm of sudden erosion were separated 
by only 300 m  (de Vet et al. 2020). Typically, the lowest parts of tidal flats have a higher 
occurrence of extreme erosion than the highest parts of tidal flats. For example, the 2014 storm 
described by Zhu et al 2019 provoked ~12 cm of erosion at a tidal flat in the Western Scheldt at -
1.25 m NAP but produced only ~ 1 cm of erosion at -0.25 m NAP, due to differences in the water 
depth during the storm. In summary, it is very difficult to predict when and where extreme erosion 
events with similar magnitudes as those we used in the flume would occur in the field. 
Nevertheless, given the upcoming increase in the frequency and magnitude of these storm events 
due to climate change (Stocker et al. 2013), insight into bivalves’ capacity to cope with extreme 
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sediment erosion will help us better predict the impacts of increasingly frequent storms on the 
benthic community. 
  
It is important to note that our experiments approximated extreme events where erosion occurs 
relatively gradually, over hours. For example, our experimental set-up is comparable to the 
hydrodynamic conditions during an extreme erosion event described in (de Vet et al. 2020): 20 cm 
of erosion at an intertidal flat at the Western Scheldt occurred during a severe storm within a 3 
hour window, indicating that the average erosion rate should be around 6.7 cm/h. This falls exactly 
between the lowest and middle erosion rates that we mimicked in the flume, but is a factor 2.4 
lower than the most severe erosion rate we mimicked 15.9 cm/h. However, the comparison holds 
only if we assume relatively gradual and constant erosion during the storm. In reality, the peak 
erosion rate may occur within an hour or less. Unfortunately, there is a lack of detailed field data 
about the precise window in which extreme erosion occurs, due to data collection challenges from 
shallow water and extreme turbidity which can interfere with instrument recording during extreme 
conditions. The shorter the timeslot during which extreme erosion happens, the higher the chance 
that macrofauna may not be able to escape being surfaced and transported.  
 
Lastly, our experiment did not take into account the habitat characteristics and density dependent 
factors that may influence the bivalve’s erodibility. Both the erodibility of the sediment as well as 
the bivalve’s burrowing speed will change based on sediment properties like grain size and bulk 
density. For example, a sediment with greater bulk density, or compaction, would have a lower 
shear stress, leading to lower erodibility (Xie et al. 2021), but also would be harder to burrow into 
(Wiesebron et al. 2021) which may affect a bivalve’s ability to escape being surfaced. Furthermore, 
biofilms also reduce the sediment shear stress at the sediment-water interface (Le Hir et al. 2007), 
which can delay or reduce the amount of sediment erosion that may occur during a storm event. 
Finally, a high density of benthic macrofauna may increase the surrounding sediment’s erodibility 
through destabilization (Le Hir et al. 2007, Cozzoli et al. 2018) or decrease its erodibility by 
armoring the sediment (Schönke et al. 2017). A high density of macrofauna may also reduce the 
transport rate of surfaced individuals (Anta et al. 2013). The processes underpinning density 
dependent effects on sediment and macrofauna erodibility are complex and may change depending 
on the sediment properties (Li et al. 2017), community composition (de Smit et al. 2021), and 
season (De Backer et al. 2010), which would certainly affect the surfacing and transport rate of 
macrofauna during an extreme storm. Furthermore, we can imagine that if the frequency of 
extreme storms increases, then surface sedimentary conditions and macrofaunal densities of 
animals may change between storms, thus affecting the vulnerability of remaining animals. 
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Figure 6: Schematic overview figure showing the mortality risk vectors for (a) active and dormant C. 
edule and R. philippinarum during a severe storm by (b) avoiding surfacing due to sediment erosion and 
(c) escaping transport to unfavorable habitat due to waves, as well as the associated proportions of the 
experimental population that were surfaced by (d) different sediment erosion rates (5.3 cm/h, 10.6 cm/h, 
and 15.9 cm/h) and were transported by (e) different wave heights (5.6 and 6.4 cm). Please note that in (d 
& e) the experiments were performed using active bivalves; we assume that all dormant bivalves 
(percentages shown in (d & e) are derived from our observations during experiments) would be surfaced 
and transported as they have a reduced capacity to reburrow into the sediment. In (d & e), the whiskers 
depict the 95% confidence intervals. This figure is a schematized conceptualization of the species-specific 
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mortality risk vectors based solely on our experiments and more research is necessary to improve our 
understanding of the bivalves’ response to extreme sediment erosion.  
 

Implications	of	the	contrasting	strategies	to	cope	with	storm-induced	erosion	
events		
 
Our results revealed that the two studied species have different strategies for surviving extreme 
sediment erosion due to severe storm events: C. edule avoided surfacing and R. philippinarum 
avoided transport. Because R. philippinarum was far more easily surfaced than C. edule (Fig. 3), 
one may conclude that an R. philippinarum population would experience greater mortality from 
extreme storm events than a C. edule population. However, this is not necessarily the case. 
Mortality due to storm-induced erosion is not caused by the erosion itself, but is indirectly caused 
by predation (Hiddink & Wolff 2002), desiccation (Kurihara 2003), and transport to unfavorable 
habitat (Cadée 2016). For any of these three vectors of mortality to occur, the animal must first be 
brought to the sediment surface (Fig. 6b & c). But, once the bivalve is brought to the surface, 
mortality is not an automatic outcome: a bivalve will survive provided it can avoid being 
transported to unfavorable habitat and can reburrow fast enough to prevent predation and 
desiccation.  
 
By using our experimental results, we inferred that C. edule would have lower mortality due to 
storm induced erosion events in the Scheldt estuary than R. philippinarum during storms with 
conditions like those we simulated in the 5.3 and 10.6 cm/h erosion rates, but the gap in mortality 
between the two species narrows in more extreme conditions, like under the 15.9 cm/h erosion rate 
(Figure 6). We present our reasoning as follows: during extremes storms of a relatively moderate 
magnitude (5.3 cm/h of sediment erosion), no active C. edule will be surfaced while many active 
R. philippinarum (60% on average) will be surfaced (Fig. 6a & b). A portion of the active and 
surfaced R. philippinarum would be at risk of mortality (if 50% transported, as with a wave height 
of 5.6 cm (Fig. 6e), then 60% active R. philippinarum surfaced ´ ~50% transported = ~30% total 
active R. philippinarum at risk of mortality), whereas no active C. edule would be at risk for 
mortality because they are safely burrowed. In addition, the populations will experience mortality 
from the dormant portion (in our experiments, we found ~20% for R. philippinarum, ~7% C. edule, 
however, this percentage may be different in the field as some of the dormancy we observed could 
be caused by mesocosm stress), whose reduced burrowing capacity would make escape from 
mortality due to predation, desiccation, or transport unlikely (Fig. 6b & c). Because a much greater 
proportion of active R. philippinarum would be surfaced and experience a higher incidence of 
dormancy than C. edule, we can estimate that R. philippinarum’s mortality risk would be greater 
than C. edule’s due under these conditions.  
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On the other hand, in even more extreme conditions with a 15.9 cm/h sediment erosion rate, active 
C. edule would be surfaced, though in a smaller proportion to R. philippinarum (71% vs. 100%, 
Fig. 6b). However, out of the surfaced fraction, a higher proportion of C. edule would be 
transported than R. philippinarum (estimated ~100% vs ~70%  with a wave height of 6.4 cm, Fig. 
6e), resulting in a more similar fraction of mortality risk for the two populations (71% active C. 
edule surfaced ´ ~100 % transported = ~71 % total active C. edule at risk for mortality, and 100% 
active R. philippinarum surfaced ´ ~70% transported = ~70% total active R. philippinarum at risk 
for mortality). These estimates would change with additional mortality from dormant bivalves, 
which would almost certainly die from being surfaced. In conclusion, storms causing a sediment 
erosion rate of 15.9 cm/h may be equally devastating to populations of both bivalve species, while 
storms of a lower erosion intensity, like 10.6 cm/h, may be more devastating for R. philippinarum 
populations than C. edule ones.  
 
We must emphasize that the above estimates of mortality risk for C. edule and R. philippinarum 
are only inferred from our experimental results and that the true fate of surfaced and transported 
bivalves due to extreme storms is poorly known. While there are papers reporting evidence of mass 
mortalities from single storm events, these are usually based on post-hoc observations, like Cadée 
et al (2016). Other studies on storms which have before and after observations on macrofauna (Yeo 
& Risk 1979, de Vet et al. 2020) can report differences in biomass, but have difficulty commenting 
on the fate of the missing macrofauna. A good approach to studying the actual transport distance 
of bivalves by a storm would be to use mark-recapture methods, such as those used by Hunt et al. 
(2020) to examine the transport of bivalves over a single tidal cycle. Field methods could be 
supplemented by models simulating the complex hydrodynamics during an extreme storm and 
calculating the transport range of bivalves under different tidal conditions and storm magnitudes. 
In addition, more experiments on the reburrowing capacity of bivalves would help to better 
estimate their mortality risk after transport. While our study provides a mechanistic foundation on 
how species can cope with storm induced erosion events, more research is necessary to better 
understand species viability in a more climactically extreme future. 
 
Interactions between changing abiotic conditions may increase or decrease species tolerance to 
severe storm effects. In particular, the mortality effects of an increase in the frequency and intensity 
of storms may be dampened by warming winter temperatures, especially when bivalve dormancy 
is taken into account. Indeed, the prevalence of cold winters in the Wadden Sea have decreased 
over the past 30 years (Beukema et al. 2017). Such a decrease in the occurrence of cold winters 
might mean that bivalves are less likely to be dormant during winter storm events, making them 
less vulnerable to rapid erosion events. In addition, as C. edule appeared to have a higher surfacing 
rate in colder water temperatures, rising water temperatures could increase the active C. edule’s 
capacity to burrow and escape storm-induced erosion. On the other hand, more frequent heat waves 
in the summer may reduce a bivalve’s overall health, and thereby its ability to burrow and escape 
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storm erosion events. C. edule exhibits a reduction in burrowing activity during heat waves 
(Verdelhos et al. 2014, Domínguez et al. 2021), whereas R. philippinarum is less impacted (Macho 
et al. 2016). This means that C. edule may have lower burrowing ability during an extreme summer 
storm occurring during a heat wave (e.g. 2018 storm Hector in Ireland, Calderó-Pascual et al., 
2020), than during an extreme winter storm.  
 

The	relevance	of	specific	adaptations	versus	broad	adaptability:	an	outlook	
 
The introduced species always outperforms the native species when the changing environment 
favors the adaptability of the invader. For example, in temperate areas, tropical species or those 
that have a wide tolerance for temperature, like R. philippinarum (Jensen et al. 2004), will have a 
higher survival than native species during heat waves (Diez et al. 2012, Domínguez et al. 2021). 
However, the native species can outperform the introduced one during extremes that fall within its 
specialized adaptations. For example, in areas where flash floods occur, native species survive as 
these have evolved to withstand torrential precipitation, whereas non-indigenous ones are wiped 
out (Meffe 1984, Ho et al. 2013). Similarly, extreme drought events that lead to low stream flows 
have been shown to promote the survival of native fish species over invasive ones (Lake 2003, 
Leprieur et al. 2006).  
 
Perhaps storms are the kind of extreme events, like flash floods and droughts, that favor native 
species’ specific adaptations over introduced species’ broad adaptability. Indeed, our study 
suggests that C. edule may be better equipped to survive extreme winter storms than R. 
philippinarum, except in the most extreme cases. Adaptations to withstand strong wave forcing, 
which is also induced by storms, have been shown to favor native species. For example, a study 
by Zardi et al. (2006) showed that a native mussel species had a greater attachment strength to 
rocky substrate than an invasive species, which meant that extreme wave action would favor the 
native, not invasive species. However, other studies have shown that strong wave action favors the 
dispersal and recruitment of colonizing species (Barry 1989). The success of a native or introduced 
species faced with an extreme storm disturbance may have to do with an evolutionary trade-off: 
either favoring fast recruitment and growth which allows for rapid recovery and colonization and 
facilitates invasions or investing resources to build resilience to a narrower set of conditions.  
 
 
 

Conclusion	
 
In this study we have demonstrated that bivalves can have different coping strategies for extreme 
storm events: C. edule avoids being surfaced, and R. philippinarum avoids being transported after 
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surfacing. Thus, C. edule may be better equipped to survive extreme winter storms than R. 
philippinarum, except in the most extreme cases. While we provide a mechanistic foundation on 
how species can cope with storm induced erosion events, more quantitative research would help 
us to better understand species viability in a more climactically extreme future. This study 
demonstrates how addressing these kinds of questions can be done in a laboratory setting which 
can help circumvent the practical problems of studying animals in extreme, i.e. unpredictable and 
rare, conditions.  
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Supplemental tables 
 
Table S1: Number of Stormy flume runs on a given date with the associated number of bivalves checked 
for dormancy. A core containing a single bivalve was used for each Stormy flume run. We planned to check 
twelve bivalves for dormancy every morning that flume runs were scheduled, however, some days are 
omitted due to protocol adjustments and observer error.  
 

Date (2019-
2020) 

Stormy flume 
runs  

Individuals checked for 
dormancy 

Nov 12 3 12 
Nov 13 1 0 
Nov 14 1 0 
Nov 19 3 0 
Nov 20 3 12 
Nov 21 3 12 
Nov 26 2 12 
Nov 27 2 12 
Nov 28 3 12 
Nov 29 1 6 
Dec 3 2 12 
Dec 4 3 12 
Dec 5 1 12 
Dec 6 2 0 
Dec 10 2 12 
Dec 11 1 12 
Dec 17 3 12 
Dec 18 2 12 
Dec 19 0 12 
Dec 20 3 12 
Jan 7 3 12 
Jan 8 3 12 
Jan 9 2 12 
Jan 10 0 12 
Jan 14 1 12 
Jan 15 0 12 
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Table S2: Number of individuals per species tested in the Stormy flume for surfacing probability as a 
function of sediment erosion rate and in the racetrack flume for transport speed as a function of current 
speed and wave height. Separate trials were performed to test the effects of current speed and wave height 
on transport speed. 
 

Stormy flume covariate C. edule R. philippinarum 
Sediment erosion rate 
(cm/h) 

5.3 10 10 

 10.6 8 8 
 15.9 7 7 
    

Racetrack flume covariate  

current speed (m/s) 0.089 6 6 
 0.114 6 6 
 0.135 6 6 
 0.168 6 6 
    

wave height (cm) 3.6 6 6 
 5.0 6 6 
 5.6 6 6 
 6.4 6 6 
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Abstract 
 
The intensification of extreme climactic disturbances makes predicting ecosystem trajectories 
increasingly challenging as they experience novel disturbance regimes. In addition, disturbances 
can have size-dependent effects which further complicate these predictions due to resulting 
changes in population structures. To study the size-dependent impacts of extreme events on 
population trajectories, we use slow-moving bivalves, which are vulnerable to storm-induced 
sediment erosion. We combined process-measurements in a flume with age-structured modeling 
to predict the size-dependent effects of increased storms on the resilience of bivalve populations. 
In the flume experiment, we examined the dependence of bivalve erosion on shell length, initial 
burying depth, and active burial behavior for juveniles and adults of two bivalve species that co-
occur on tidal flats in the Scheldt estuary: Cerastoderma edule and Macoma balthica. Though the 
two species live at different depths and have different shell shapes, the most important 
determinator of bivalve erosion was shell length. Applying the observed size-dependent bivalve 
erosion relationship to an age-structured model of bivalve populations in the Scheldt revealed that 
the total impact of a single extreme storm event is much greater in a population with size-dependent 
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storm mortality than in one without. Thus, an overall increase in storminess may considerably 
weaken or wipe out a local bivalve population. Our results imply that extreme storm-induced 
sediment erosion may result in a larger contrast in bivalve population trajectories and viability 
between wave-exposed and unexposed tidal flats on a local scale. However, at the landscape scale, 
bivalve populations may remain resilient to extreme storm-induced sediment erosion in case of 
sufficiently high larval dispersal. The inclusion of size-dependent disturbance impacts, along with 
other important factors such as impact scale, organism life history, and species’ landscape 
presence, are crucial to better predict population and ecosystem trajectories in a more climactically 
extreme future.  
 
 

Introduction 
 
Environmental disturbances provide heterogeneity to habitat conditions which is essential for the 
establishment and permanence of many species (Sousa 1984, van Belzen et al. 2022). However, 
disturbances can also have negative impacts on ecosystems by causing direct mortality in biota 
(Huston 2014) and altering environmental conditions to outside the range of species’ tolerances 
(Menge and Sutherland 1987; Smale and Wernberg 2013). In this way, disturbances can lead to 
regime shifts in ecosystems (Paine et al. 1998) and reductions in biodiversity (Folke et al. 2004). 
Extreme weather events e.g. heat waves, storms, droughts, rainfall, are highly impactful 
disturbances that can change ecosystem trajectories, and these are becoming more intense due to 
climate change (Jentsch et al. 2007). This intensification of extreme weather events makes the 
predictions of ecosystem trajectories more challenging as ecosystems experience novel or altered 
disturbance regimes (Carnell & Keough 2020). To respond to these challenges through ecosystem 
management, we need to better understand species and ecosystem responses to increasingly severe 
disturbances from extreme weather events. We study this using intertidal ecosystems inhabited by 
benthic infauna as case study. 
 
Intertidal ecosystems are subject to highly variable environmental conditions, including 
inundation, temperature, and sediment dynamics (Gray and Elliott 2009), with the latter being the 
focus of our study. Daily variations in sediment dynamics are caused by wave and tidal action on 
the order of millimeters (e.g. 1 to 13 mm at two sites in the Western Scheldt; Hu et al. 2017). 
Benthic infauna, like bivalves, can change their vertical position in the sediment to adjust to their 
constantly shifting sedimentary habitat (Takeuchi et al. 2015). Bivalves are key components of the 
intertidal ecosystem. They are play a vital role in the biogeomorphic functioning of tidal flats 
(Kristensen 1988; Volkenborn et al. 2009) and are important prey for a wide variety of wading 
birds and fish (Zwarts and Wanink 1993; Hiddink et al. 2002; Bocher et al. 2014). While bivalves 
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can shift their vertical position to adjust to daily sediment dynamics, they are slow-moving which 
makes them vulnerable to sudden and extreme sediment erosion caused by storms.  
 
Intense storms can compress weeks and months of bed-level dynamics into a span of hours or even 
minutes. For example, Hu et al. (2015) and (de Vet et al. 2020) describes storm events in 2013, 
2014 and 2016 that caused between 10 to 15 cm of sediment erosion, which amounted to 4 months 
of bed-level evolution. Storm-induced sediment erosion can cause bivalve erosion (Shi et al. 2021), 
defined here as the passive surfacing of buried bivalves. Exposure of bivalves to the sediment 
surface can increase the risk of mortality by predation (Hiddink and Wolff 2002), desiccation 
(Kurihara 2003), and transport to unfavorable habitat (Cadée 2016). Indeed, field studies have 
shown that severe storm-induced erosion can decrease macrofaunal abundances (de Vet et al. 
2020; Shi et al. 2021), cause large mortality events (Rees et al. 1977; Yeo and Risk 1979; Cadée 
2016) as well as long-term community structural change (Ong and Krishnan 1995). If storms will 
become more frequent and intense in the future due to climate change (Stocker et al. 2014), their 
importance in structuring the macrofaunal community will increase. This makes it important to 
obtain an in-depth mechanistic understanding of the traits that make certain species and age classes 
vulnerable to storm-induced erosion events.  
 
The manner in which extreme storm-induced erosion will impact the trajectory of a bivalve 
populations will most likely depend on whether the impacts are size-dependent. Many processes 
that structure populations, such as predation (De Roos & Persson 2002) and intraspecific 
competition for resources (Donahue 2004), depend on size. Disturbances have also been shown to 
have size-dependent effects. For example, larger corals experienced greater mortality than smaller 
ones during a 2019 heatwave in French Polynesia (Speare et al. 2022). Extreme storm-induced 
sediment erosion may also have size-dependent effects. Factors which could contribute to size-
dependent effects of storm-induced sediment erosion include physical attributes like size-
dependent differences in particle entrainment velocity (Paphitis et al. 2002), but also biological 
factors, such as age-dependent living depth and burrowing speed. Indeed, juvenile bivalves live at 
a shallower sediment depth than adults (Zwarts and Wanink 1989), but during storm-erosion 
events, this may be evened out by their fast burrowing ability (Tallqvist 2001). White et al. (2022) 
showed that an extreme disturbance which causes mortality only in juveniles may have a lower 
impact than one causing mortality equal mortality in juveniles and adults, but that the recovery 
time may be slower. That is, as mortality propagates up through a cohort, an extreme event which 
impacts juvenile bivalve more than adults could wipe out an entire cohort, which may destabilize 
and depress adult stocks in later years. Furthermore, bivalve recruitment can vary between several 
orders of magnitude between years, which complicates predictions of bivalve populations’ ability 
to recover. Thus, better understanding size-dependent effects of storm-induced erosion on bivalve 
erodibility is needed to more realistically predict bivalve population trajectories in a future with 
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greater incidence of extreme storms. We addressed this issue by combining erosion-survival 
measurements in a flume with age-structured modelling of bivalve populations in a stormier future. 
 
We performed a flume experiment examining the erodibility of two co-occurring and common 
bivalves in the Scheldt estuary, C. edule and M. balthica. Past studies have documented mass 
mortalities for both M. balthica (Yeo and Risk 1979) and C. edule (Cadée 2016) after storm events. 
M. balthica has a medium living depth (between 2-6 cm on average) and is a deposit feeder while 
C. edule lives at a shallow depth (1-3 cm on average) and is a suspension feeder. In addition, C. 
edule can reach sizes twice as large as M. balthica: 40 mm vs 20 mm maximum size (Zwarts and 
Wanink 1989). The morphological and behavioral differences between the two bivalves allowed 
us to examine the interaction between burying rate and initial burying depth in determining size-
dependent vulnerability in bivalves to extreme storm-induced erosion, and whether or not there 
are species-specific differences. We then applied the experimental results to an age-structured 
model of M. balthica to explore how size-dependence in bivalve erodibility may affect their 
populations. Because the experimental outcomes were the same for both species, only one modeled 
species was necessary to explore the effects of size-dependence on storm-induced mortality. We 
had access to the necessary time-series to set up the model. 
 
 

Methods 
 

Flume	experiment	mimicking	storm-induced	rapid	erosion	events:	the	concept	
 
To study the effect of rapid storm-induced erosion during winter, when benthic animals are least 
active and storms are most prevalent, we conducted a flume experiment from November 3 to 
December 16, 2020. All experiments were conducted in a custom-made flume, containing a 
sediment core that could be pushed up with a pneumatic pump through a 16 cm diameter hole in 
the bottom of the flume. Given that the sediment core directly erodes as soon as the sediment enters 
the 40 cm/s flow in the flume, the erosion rate that animals in the sediment core experiences is 
equal to the rate by which the core was pushed into the flume (Wiesebron et al. 2022). For animals 
to withstand erosion, they must thus either have a very deep initial burying depth or actively 
burrow down into the sediment with the same speed as the core is being pushed into the flume: 10 
cm/h. The erosion rate of at least 10 cm/h was chosen as a realistic high-end erosion rate, given 
that 10 to 15 cm of sediment erosion has been observed during a single storm-affected high-tide 
(Hu et al 2017, de Vet et al. 2020). See Wiesebron et al. (2022) for a more detailed description of 
the flume. 
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Bivalve	collection	
 
We used two bivalve species in the experiment, Cerastoderma edule and Macoma balthica, which 
are common to the European intertidal (Malham et al. 2012, Nazarova et al. 2015). Fresh bivalves 
were collected on a biweekly basis from two mixed sandy beaches, Oesterdam (51.46670, 
4.22139) and Rattekaai (51.57077, 4.01629). These beaches are close together and we found both 
M. balthica and C. edule at Rattekaai and large C. edule at Oesterdam. At least 50 individuals of 
both species spanning their size range were collected during each trip (See Fig. 1 for length 
distributions used). The bivalves were stored in baskets in tidal tanks in a climate-controlled room 
with a temperature of 9 °C for at least a week to ensure acclimatization before being used in the 
experiments. The 9 °C temperature was chosen to mimic the mean November and December air 
temperature. Each tidal tank system was composed of two 1.2 m by 0.8 m tanks stacked on top of 
each other (Cao et al. 2018). Unfiltered water from the Eastern Scheldt estuary was pumped from 
the bottom tank up to the top tank to simulate tidal conditions. High tide conditions (5 cm water 
above experimental units) lasted six hours and occurred twice a day. We changed the water once 
a week, and in addition to the nutrients contained in the raw Eastern Scheldt water, we fed the 
animals with an algal concentrate (Shellfish Diet from Reed Mariculture) 5 mL per tank twice per 
week.  
 

 
 
Figure 1: Initial burying depth (cm) (left column) and distribution of bivalve lengths (mm) for C. edule 
and M. balthica for all bivalves used in the flume studies (middle column), and the length distribution for 
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the eroded C. edule and M. balthica (right column). The groupings into age classes for this graph, with light 
grey being 0 and 1 year olds and dark grey being 2 years and older, were made using length cut-offs obtained 
from previously reported age-length distributions (Gilbert 1973, Rueda et al. 2005).  
 

Determining	initial	bivalve	burying	depth	
 
The day before the experiment, we selected the four individuals randomly from each of the two 
species. We glued a cotton thread to the corner of the bivalve’s shell opposite the siphons to ensure 
that we captured the lowest position of the bivalve. The thread was marked in 0.5 cm increments. 
The bivalves were then allowed to burrow into a core of sediment in the mesocosm, with one core 
containing one bivalve. The core was made from a sawed-off PVC pipe (30 cm length, 11.5 cm 
width) with a removable bottom cap, and was filled to 10 cm below the rim. We filled the 
experimental cores with a single sediment which had a comparable grain size distribution to the 
sediments from the field sites. The sediment from field samples had an average grainsize ranging 
between 250 and 270 μm and the sediment used in the experiments had an average grain size of 
246 μm. The field and experimental sediments mainly consisted of medium (250-500 μm; 40-
45%) and fine (125- 500 μm; 40-60%) sand. The following day, the burying depth of the bivalve 
was determined using the marked increments before and after being placed in the flume. We waited 
30 minutes between placing the core in the flume and starting the experiment to allow the bivalve 
to acclimatize to the flume conditions. In 16% of the experiments, the position of the bivalve 
shifted before the start of the flume run.  
 

Flume	 runs:	 imposing	 controlled	 erosion	 rates	 and	 quantifying	 erosion	 vs.	
exposure	of	the	bivalves	
 
The experiments were conducted in a custom-made flume (see details in Wiesebron et al. 2022). 
The flume was filled with sea water to a height of 15 cm, which minimized turbulence within the 
flume, and during each run the current velocity was 0.40 m/s. To neutralize the heating of the 
pumps, a Lauda WKL 3200 Recirculating Chiller with a stainless steel cooling spiral was used to 
counteract the heating of the water by the pumps. We performed 72 flume runs over the course of 
6 weeks.  
 
Bedload transport of sediment and passive particles, like inactive bivalves, will be initiated when 
the fluid velocity crosses the critical erosion threshold of the particle. A water flow of 40 cm/s is 
well above the critical erosion threshold of our sediment as well as the critical erosion threshold 
of the bivalves. That is to say, if the bivalves acted like passive particle, they would be eroded 
from the sediment. We assumed that erosion of the bivalves would start when the sediment above 
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and around them is entrained. They could avoid erosion by actively burrowing deeper into the 
sediment over the course of the experiment. 
 
During each experiment, a sediment core containing a single bivalve was used. All runs were 
conducted with an upward core speed of 10 cm/h. This erosion effect has been observed during 
storms in the Scheldt estuary (Hu et al. 2020). The run ended after 60 minutes had elapse or when 
a bivalve was dislodged. We considered a bivalve to be eroded when it was completely exposed 
on top of the sediment or when it was transported away from the sediment. During the run, we 
checked every ten minutes whether the bivalve was partly visible on the sediment surface. We 
recorded visible bivalves as “surfacing” events. The flume runs were recorded with a camera to 
assess bivalve behavior within the flume and confirm the time of erosion. We retrieved the bivalve 
after the run was complete and measured its shell length, width, and height.  
 

Statistical	analysis	of	flume	experiment	results	
 
We used logistic regression to test a set of biological and environmental covariates on erosion 
probability. The biological covariates we used were: species, shell length, and initial burial depth. 
We tested for a seasonal effect as well as a water temperature effect, but we found none so we did 
not discuss environmental effects in the results section. In addition to examining the factors for 
erosion, we tested covariates for the erosion time among eroded bivalves. The experiments were 
run until the bivalve was eroded or 10 cm of sediment was eroded. We wished to know if the 
factors affecting erodibility changed at shallower erosion depths so we tested models for bivalve 
erodibility at several erosion cut offs (5 cm, 2.5 cm, 1.67 cm, 0.75 cm). The covariates were 
examined for normalcy and log transformations were performed where necessary. We also 
examined how surfacing probability (using logistic regression) and surfacing frequency (using 
zero-inflated poisson regression) varied based on species, length, and burial depth. We defined 
surfacing probability as whether the bivalve was at all visible at the sediment surface when checked 
at ten minute intervals during the flume run, and surfacing frequency as the number of times that 
the bivalve was visible at the sediment’s surface. Finally, we calculated the initial burrowing rates 
for surfaced bivalves (37% of total bivalves used in the experiments) by using their initial 
burrowing depth as a starting point and the depth at which it was first surfaced as an ending point. 
We assumed that the bivalves began burrowing when the overlying sediment was eroded. We 
compared initial burrowing rates between species, shell length, and burial depth. The best models 
were selected using AIC.  
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Age-structured	model	
 
We applied the size-dependent erodibility curve (i.e results Fig. 2) to an age-structured population 
model of M. balthica to better understand how the increase in the frequency and the magnitude of 
storms may affect bivalve populations. We do not present an additional model for C. edule because 
there was no species difference in the size-erodibility curve observed in the flume experiment.  
 
In many models of marine populations, the population can be modeled as an “open” or “closed” 
system. In an open system, offspring come from an outside source, whereas in a closed system, 
the recruits depend on the reproduction within the population.  In our model, the population can 
switch between an open and closed system, where the density of recruits is either is independent 
from adult densities when the local adult densities are high or the product of density dependence 
when the local adult densities are low. This switch between systems was observed for M. balthica 
in the Wadden Sea over a 44 year period (Beukema et al. 2017). In the first part of the period, adult 
densities were high (50 m-2 or higher) and recruitment was also generally high and varied over 
several orders of magnitude independently from the local adult densities. But in the second half of 
the period, Beukema et al. (2017) observed decreased adult survival and stocks, along with reduced 
and density-dependent recruitment. We wished to preserve this aspect of population dynamics 
within our model, as the “closed” or “open” attribute of a population can change how a population 
recovers from a size-dependent mortality effect (White et al. 2022).  
 
To allow the population to switch between open and closed systems, we first defined adult density 
Di for year i over ages j as:  

𝐷! =D𝑁!,;
;<=

 

 
If Di was high (Di>Dlim) then the density for recruits Ni+1,0 was independent from Di (i.e. in an 
open system) and Ni+1,0 was generated randomly from an exponential distribution with a rate λ. If 
Di was low (Di<Dlim), then Ni+1,0 exhibited density dependence on the adults (i.e. a closed system), 
so that:  

𝑁!#=,6 = 10=#1"×> 
 
In our model, survival depended on the instantaneous natural mortality rate M, a constant, so that 
survival to age a was: 

𝑆(𝑎) = 𝑒?@* 
 
Furthermore, if we define σ as the year-to-year survival, then σ = 1 - M, and the density of 
individuals in a year i and at an age j (j>0) is:  
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𝑁!,; = 	𝜎 × 𝑁!?=,;?= 

 
Beukema et al (2017) provide an estimate for Dlim and θ, but we fit these parameters in the model, 
in addition to the year-to-year survival σ, the recruitment rate λ, and the starting number of recruits 
in the first year N0,0. 

 
To fit the model, we used observations of adult M. balthica (ages= 2 years and 3+ years) in the 
Scheldt at the location Zuidgors (9 sampling points). We selected Zuidgors because the M. balthica 
population there has a high recruitment which is characteristic of an open population, and because 
sediment dynamics at Zuidgors has been well-documented (see de Vet et al 2020) with reports of 
extreme (10 cm or more) sediment erosion events in the past 20 years. We fit the model by 
minimizing the negative log-likelihood of the sums of squares using the “optim” function in R. 
The model fit was refined by fitting the model over a fixed range of the parameters one at a time, 
which allowed use to explore the entire parameter space and find the best fit which made biological 
sense. We compared our model parameters to those reported in (Van Der Meer et al. 2001) and 
Beukema et al. (2017) and found them to be within the similar range. See Table 1 for parameter 
estimates. 
 
Table 1: Best fit parameter estimates for the M. balthica population models at Zuidgors. The 
parameters that we fit in the model were the year-to-year survival (σ), the recruitment rate (λ), and 
the starting number of recruits in the first year (N0,0), low adult density limit (Dlim), low density 
recruitment rate θ, and the standard deviation for the model’s predicted mean (sd). 
  

 parameter estimate 
σ 0.47 
λ 0.002 
N0,0 71 
Dlim  30 
θ 0.042 
sd 9.7 

 
Once the age-structured model was fit to the Zuidgors population, we explored the effects of 
increased storminess at these locations with additional mortality to the populations during “storm-
years.” We specifically wished to test how important the size-dependent relationship quantified in 
the flume was to model outcomes. And so we included additional storm-year mortality rates with 
size-dependence and mortality rates without size-dependence. The size-dependent rates were 
derived from the length-erodibility relationship observed in the flume (see Table 2 for size-
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dependent and size-independent mortality values). The size-independent mortality was the average 
of rate of the erodibility curve (i.e 0.39, Table 2), This mortality rate was applied to all age classes 
during storm-years, so that the total initial impact of storm-induced mortality was equal in the 
populations with size-dependence and without size-dependence. Finally, we also aimed to 
determine the importance of the pattern of stormy years to the population’s outcomes. All in all, 
we simulated populations for scenarios with 1) consecutive storm years 2) large interval between 
storm years and 3) small interval between storm years.  
 
Table 2: Age-dependent and age-independent storm-induced erosion mortality M. balthica used in models. 
The size-dependent storm-induced erosion mortality is derived for the M. balthica age groups using the 
length-erosion curve observed in the flume. We assume that all eroded bivalves die. The size-independent 
storm mortality is the average of the size-dependent storm mortality. 
 

Age group 
Size-dependent 
storm mortality 

Size-independent 
storm mortality 

0 0.57 0.39 
1 0.53 0.39 
2 0.37 0.39 
3+ 0.09 0.39 

 
 

Results  
 

Effects	of	shell	length	and	initial	burying	depth	on	bivalve	erodibility	
 
Out of the 72 bivalves used in flume experiments, 30% were eroded. We found that the most 
important factor for bivalve erodibility (i.e. probability of either complete exposure of the bivalve 
at the surface or transport) was the length of the individual (Wald’s c2 (1) = 9.7, p < 0.01, Table 
3, Fig. 2). Surprisingly, we found no species effect on erodibility (Wald’s c2 (1) = 0.0023, p = 
0.96). However, when examined separately, the model for C. edule erodibility had a greater 
intercept than the one for M. balthica, suggesting that at the smallest sizes (around 5 mm), the C. 
edule were more vulnerable to erosion than the M. balthica.  
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Figure 2: Erosion probability as a function of shell length for the bivalves (C. edule and M. balthica) used 
in the flume runs with observations (grey circles) and model fit (black line). Shell length was the best 
explanatory variable for erosion rate, and since there was no species effect, we present one model fit for the 
bivalves’ erosion rate (black line). The circles represent the observed fraction of eroded bivalves out of total 
number of bivalves used in the flume for that size class. We used four size classes of equal length: 4-10 
mm, 10-17 mm, 17-24 mm, 24-31 mm. The 17-24 mm bin was mostly composed of C. edule and the 25-
31 mm bin was exclusively composed of C. edule. The size of the grey circles corresponds to the number 
of bivalves that were used in the flume experiments for that length bin. The vertical lines the 95% 
confidence intervals for the eroded fraction. 
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Table 3: Model estimates and test statistics for erosion rates and exposure rates/frequency. All models 
are logistic regression except the one for exposure frequency which was a zero-inflated poisson 
regression. 
 

model estimate Wald tests 

  B Std. Error exp (B) 2.50% 97.50% source c2 df p>c2 

Erosion rate       Erosion rate    

Intercept 2.11 0.94 8.28 0.34 4.09 Intercept 5.0 1 0.03 

Length -0.20 0.07 0.82 -0.35 -0.09 Length 9.7 1 <0.01 
Species 0.04 0.76 1.04 -1.48 1.52 Species 0.0023 1 0.96 
Depth -0.17 0.17 0.84 -0.54 0.15 Depth 1 1 0.31 

           
Erosion rate (C. edule)      Erosion rate (C. edule)   
Intercept 3.31 1.66 27.3 0.52 7.19 Intercept 4 1 0.05 
Length -0.26 0.11 0.77 -0.54 -0.09 Length 5.8 1 0.02 
Depth -0.63 0.67 0.53 -2.38 0.56 Depth 0.89 1 0.35 

           
Erosion rate (M. 
balthica)      Erosion rate (M. balthica)   
Intercept 1.5 1.24 4.48 -0.85 4.11 Intercept 1.5 1 0.22 
Length -0.15 0.10 0.86 -0.36 0.03 Length 3.2 1 0.07 
Depth -0.14 0.17 0.87 -0.50 0.19 Depth 0.65 1 0.42 

           
Exposure rate      Exposure rate   
Intercept 0.73 0.81 2.07 -0.84 2.38 Intercept 3.6 1 0.06 
Length 0.03 0.04 1.03 -0.05 0.11 Length 0.42 1 0.52 
Species -1.29 0.83 0.28 -3.02 0.31 Species 2.4 1 0.12 
Depth -0.56 0.29 0.57 -1.23 -0.05 Depth 3.8 1 0.05 

           
Exposure frequency (C. edule)     Exposure frequency (C. edule)  
Intercept -0.15 0.44 0.85 -1.01 0.7 Intercept 0.13 1 0.72 
Depth -0.12 0.20 0.88 -0.53 0.27 Depth 0.38 1 0.54 
Length 0.06 0.02 1.06 0.01 0.1 Length 6.30 1 0.01 

 
The relationship between shell length and erodibility was weaker at lower volumes of sediment 
erosion (Fig. 3). At erosion depths shallower than 2.5 cm, the erodibility did not depend on shell 
length. The average initial burying depth of the bivalves was 2.6 +/- 2.1 cm, which suggests that 
the relationship between erosion probability and shell length became significant once the overlying 
sediment was eroded and the bivalves actively burrowed.  Though larger C. edule buried deeper 
than smaller ones, we did not find a significant relationship between erodibility and initial burying 
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depth (Wald’s c2 (1) = 1, p = 0.31). In addition, we did not observe a relationship between initial 
burrowing depth and shell size for M. balthica. 
 

 
 
Figure 3: The erosion probability as a function of shell length for both C. edule and M. balthica at different 
sediment erosion depths with a constant sediment erosion rate of 10 cm/h. Only once 2.5 cm of sediment 
erosion was reached did the relationship between erosion probability and shell length become significant. 
The average initial burying depth was 2.6 +/- 2.1 cm, which means that the relationship between erosion 
probability and shell length became significant once the overlying sediment was eroded and the bivalves 
actively burrowed. Since there was no species effect, we present one model fit for the bivalves’ erosion 
probability (lines) at each sediment erosion depth cut-off. The circles represent the observed fraction of 
eroded bivalves out of total number of bivalves used in the flume for that size class. The size classes were 
4 equally spaced bins: 4-10 mm, 10-17 mm, 17-24 mm, 24-31 mm. The 17-24 mm bin was mostly 
composed of C. edule and the 24-30 mm bin was exclusively composed of C. edule. We do not show 
separate figures for the  species as there was no significant difference between the two for any of the 
considered models. 
 
While there was no species effect on erodibility, C. edule had a higher probability of being surfaced 
than M. balthica. Out of the 37% of bivalves that were surfaced, 80% were C. edule. While the 
probability of being surfaced did not depend on size for either species (Wald’s c2 (1) = 0.007, p = 
0.93), out of the surfaced C. edule, smaller ones had faster initial burrowing rates than larger ones 
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(t = -2.75, df=1, p = 0.007). In addition, out of the surfaced C. edule, the larger ones were visible 
at the surface more frequently than the smaller ones (Wald’s c2 (1) = 6.3, p = 0.012, Fig. 4). There 
was slight evidence that M. balthica with a shallower initial burrowing depth had a greater 
probability of being surface than more deeply buried ones (Wald’s c2 (1) = 3.5, p = 0.062) 
  

 
 
Figure 4: The mean frequency of surfacing events is the number of times (out of 5) that the bivalve was 
seen at the surface over at ten minute intervals during the flume run. The frequency of surfacing events 
increased with size for C. edule, and the relationship was significant when both including and excluding 
eroded individuals. About 60% of each C. edule size class of surfaced at least once over the course of the 
flume run. The size classes were 4 equally spaced bins: 4-10 mm, 11-17 mm, 18-24 mm, 25-31 mm, which 
are also the size classes used for the mean frequency of surfacing events for M. balthica (yellow) and C. 
edule (green) on the right panel.  
 
All the bivalves that escaped erosion (70%) actively burrowed. Out of the bivalves that were 
eroded, we estimated that 50% were eroded passively, i.e. eroded with little to no burrowing once 
the overlying sediment was eroded (Fig. 5), with slight evidence that larger bivalves were more 
likely to be passively eroded (Wald’s c2 (1) = 2.7, p = 0.098). The M. balthica were eroded on 
average 10 minutes later (t =0.74, df = 1, p = 0.07) than the C. edule (Fig. 5), which corresponds 
to 1.67 cm of erosion. The eroded M. balthica had burrowed deeper (initial burying depth = 4.0 
+/- 2.9 cm), on average, than the eroded C. edule (initial burying depth = 1.1 +/- 0.4 cm) and we 
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found slight evidence that the erosion time was explained by initial burying depth (t =1.79, df = 1, 
p = 0.09).  
 

 
 
Figure 5: The length (a) and initial burying depth (b) of bivalves eroded in the flume. Time elapsed in the 
flume at erosion for C. edule (green) and M. balthica (yellow) in a boxplot (c), and time elapsed until 
erosion by the bivalve’s initial burying depth (d). The dotted line represents the erosion of the sediment at 
the 10 cm/h erosion rate. The size of the dot represents the size of the bivalve, and we added a confidence 
interval of the animal’s shell length around the initial burrowing depth. If the bivalves do not actively 
burrow to escape erosion, the time to erosion should fall on or near that line, which it does for 50% of the 
eroded bivalves. There are two M. balthica that fall well below the line (i.e., are eroded before the depth of 
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the eroded sediment exceeds the burying depth) which could be due to measuring error or upward 
movement of those M. balthica during the flume run.  
 

Size-dependent	storm-induced	bivalve	erosion	
 
While it took populations with both size-dependent and size-independent storm mortality around 
seven years to recover from a single event, the recruit and adult stocks in the population with size-
dependent mortality become much more depressed two year after the storm event (reduced to 55% 
and Fig. 6a) than those in the population without size-dependent mortality (reduced to 70% and 
Fig. 6b). In the population without size-dependent storm mortality, both the recruits and adults 
experience elevated mortality during the storm year (Fig. 6b & d). The adult stock was reduced to 
about 60% of its original abundance, but the adult mortality from the initial impact was not 
exceeded in the years following the event. On the other hand, in the population with size-dependent 
storm mortality, the recruits were reduced to 40% of their original abundances in the storm year, 
while adults were much less impacted (~20% reduction) as they were better able to escape storm-
induced erosion (Fig. 6a). However, the adult stocks in the population with size-dependent 
mortality get reduced to 40% of their original abundances two years after the storm event due to 
the recruit mortality propagating up the cohort. Furthermore, the population with size-dependent 
storm mortality is more likely to experience lower recruitment in years following the storm event 
due to the depression in adult stocks, which switched the recruitment model from an open 
population with high recruitment to a closed one with low recruitment. Indeed, three years after 
the initial storm impact, the recruitment of the population with size-dependent mortality was on 
average 55% of the original level due to the lower adult stock, while the recruitment of the 
population without size-dependent mortality averaged 80% of the initial abundances three years 
after the storm event.  
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Figure 6: Modeled adult (black) and recruit (red) stock trajectories response to one year (a & b) and three 
consecutive (c & d) extreme storm events causing mortality with a size-dependent structure (a & c) and 
size-independent structure (b & d) as the relative abundance of the equilibrium levels. The vertical grey 
bands depict the extreme storm years. The points were averaged over a thousand simulations and the 
envelope around the points represent the standard errors. 
 
The propagation of recruit mortality up the cohort became more dangerous to population recovery 
in scenarios with consecutive storm years. In the very extreme scenario with three consecutive 
storms, the adult population without size-dependent mortality recovered to 55% of their initial 
abundances in the 5 years following the storms, whereas the adults in populations with size-
dependent mortality recovered to around 20% of their initial abundances (Fig. 6c & d). In addition, 
the recruit and adult abundances, on average, increased steadily in the population without size-
dependent mortality after the initial storm impact, whereas the recruit and adult stocks fluctuated 
around low abundances in the populations that experienced size-dependent mortality.  
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A shorter interval length between storm years increased the cumulative severity of the storm 
mortality (Fig. 7). For the populations with size-dependent storm mortality, the recruits were 
reduced to about the same level after two storms separated by five years as they were in two storms 
separated by one year (i.e. about 30% original stock, t(1966) = 0.66, p =0.49). However, after three 
storms with a five year interval, the recruits were reduced to 27% their original stock, whereas 
with a one year interval, the recruits were reduced to 19% their original stock (t(1996) = -2.6821, 
p = 0.016). This was due to the reduced recovery between storm years when the interval was 
shortened. Recovery in populations without size-dependent storm mortality was faster than for 
population with size-dependent storm mortality. Ten years after the third storm event with five 
year intervals, the adult stock for the population without size-dependent storm-mortality increased 
on average to 86% of the original abundances, whereas in populations with size-dependent 
mortality, the adult stock only recovered to 76% of their original abundances.  
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Figure 7: Modeled adult (black) and recruit (red) stock trajectories as the relative abundance of the 
equilibrium levels in response to three extreme storm events separated by six years (a & b) and one year (c 
& d) in populations with size-dependent storm mortality (a & c) and size-independent storm mortality (b & 
d). The vertical grey bands depict the extreme storm years. The points were averaged over a thousand 
simulations and the envelope around the points represent the standard errors. 
 
 

Discussion 
 
In this study, we explored the size-dependent impacts of extreme events on population’s trajectory, 
using slow-moving bivalves that are vulnerable to storm-induced sediment erosion as model 
system. Over the course of flume experiments, we found that the most important factor governing 
bivalve erosion was shell length, with larger bivalves withstanding flume erosion better than 
smaller ones. To predict the size-dependent effects of storms on the resilience of bivalve 
populations in a stormier future, we applied the observed size-dependent bivalve erosion 
relationship to an age-structured model of M. balthica. The model revealed that the total impact of 
a single extreme storm event is much greater in a population with size-dependent mortality than in 
one without. 
 

The	 role	 of	 population	 connectivity	 and	 species	 life	 history	 in	 disturbance-
recovery	potential	
 
Life history factors and the species’ presence in the landscape can change the recovery potential 
of a population, which can compound the vulnerabilities created by size-dependent extreme event 
impacts. A population with high connectivity and high species presence in a landscape is more 
likely to recover from a disturbance than one with low connectivity and low species presence. 
Many marine benthic species have high connectivity between populations due to a pelagic larval 
phase which ensures wide spat dispersal (Cowen and Sponaugle 2009). This increases the 
population’s recovery potential as they do not have to rely on self-recruitment for population 
persistence. We included this feature in our model of M. balthica populations with the open 
recruitment system. Because recruits were supplied by outside areas, the population could more 
rapidly recover from extreme storm events, even when these occurred every few years (Fig. 7).  
 
Even if a species usually has high connectivity between populations, recruits can only be supplied 
by outside areas if the species is ubiquitous in the landscape (as in Fig. 8a, iii & iv). If there is a 
low landscape presence of recruits, which could be a product of fragmented or unsuitable habitat 
(Fig. 8a, ii) or a disturbance with a large spatial impact (Fig. 8a, iii), then the recovery potential of 
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the population is reduced because the impacted population must self-recruit instead of being 
supplied by abundant recruits outside of the area of impact (as in Fig. 8a, ii & iii). Low recovery 
potential can also be caused by low connectivity between a local population and the rest of the 
landscape (Fig. 8a, i). Barriers to connectivity for benthic marine species are usually traits which 
forces self-recruitment in a population (Fig. 8a, i), leading to slow recovery after a disturbance. 
For example, a sea star with a pelagic larval phase, Pisaster ochraceus, recolonized a disturbed 
100 kilometer-wide area within a year, whereas Leptasterias aequalis, a sea star without a pelagic 
larval phase, failed to return to the area after three years (Schiebelhut et al. 2022). Thus, high 
connectivity and high species presence increases the recovery potential of a population. However, 
if the disturbance has landscape-scale impacts, then the high recovery potential at the local scale 
is reduced (Fig. 8a, iii vs Fig. 8a, iv).  
 
Furthermore, life history will change how susceptible a species is to recruitment failure in a year-
class. Shorter-lived species with high fecundity and low maturation times typically fluctuate 
greatly as their numbers depend on yearly recruitment (Hughes & Tanner 2000), and can be prone 
to local collapse if recruitment fails. However, shorter-lived species can recover quicker from 
disturbances than longer-lived species (White et al. 2022) due to low age at maturity and high 
fecundity, especially under open recruitment (Connell et al. 1997). Conversely, longer-lived 
species are buffered against fluctuations both in recruitment and in the environment (Botsford et 
al. 2014). For example, bivalve recruitment is highly variable, with year to year numbers of mean 
spat frequently spanning within three orders of magnitude (Beukema and Dekker 2014). Yet, 
because bivalve populations are composed of several age classes, the year to year variability in 
recruitment does not translate to year to year variability in biomass of the same magnitude 
(Beukema et al. 2001). This means that longer-lived species may be less sensitive to climactic 
extremes, as lower recruitment in one year is mitigated by the persistence of other year classes 
(Hughes & Tanner 2000, Pinsky & Byler 2015, see Morris et al. 2008 for terrestrial examples).  
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Figure 8: a) Four scenarios of recovery trajectories for populations depending on the whether the 
population self-recruits (closed recruitment system) or whether the recruits can be supplied to a 
population from the surrounding landscape (open recruitment system). We depict recruits only for 
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simplicity. A population with a closed recruitment system (scenarios i & ii) has a lower recovery 
potential than one with an open recruitment system (scenarios iii & iv). If a population does not 
have high local-landscape connectivity (scenario i) or high presence in the landscape (scenario ii), 
then a population cannot draw on recruits outside the local area and must self-recruit after a 
disturbance, which leads to a slow recovery. A population with high local-landscape connectivity 
and high presence in the landscape can be repopulated by recruits from outside the area of 
disturbance, leading to fast recovery (scenario iv). However, if the disturbance has a landscape 
impact (scenario iii), then the population cannot by supplied by recruits from the outside area, 
causing an open system to switch to a closed system as the population self-recruits and recovery is 
slowed. 
b) Recovery trajectories for a population where a severe disturbance causes size-dependent 
mortality vs. the trajectory for a population with size-independent mortality. The population 
abundance depicted in the y-axis is relative to the pre-disturbance abundances. This figure is based 
off the results from the models of M. balthica (see Figures 6 & 7), with the assumption that the 
local population experiencing the disturbance has high recovery potential due to open recruitment. 
The two trajectories depict scenarios with a local disturbance vs. a landscape disturbance. A 
population is less resilient to disturbances when it experiences size-dependent mortality because a 
disturbance which disproportionately impacts recruits will cause adult stocks to depress in later 
years. This weakness is exacerbated if the disturbance has a landscape-scale impact, thereby forcing 
a population self-recruit (depicted here) or if a population experiences consecutive extreme events 
(see Fig. 6).  

 

The	role	of	size-dependent	mortality	in	disturbance-recovery	potential	
 
Size-dependent mortality, by causing the collapse of specific year-classes, decreases a population’s 
ability to recover from these extreme events. In our models of M. balthica populations with size-
dependent storm mortality, highly reduced recruitment in one year weakened the capacity of the 
entire population to recover due to depletion of adult stocks in later years. In particular, when 
extreme storms were modeled in consecutive years, the reduction in cohort size traveled up the 
population’s year classes for several cohorts. In our case, the storm disturbances disproportionately 
affected juveniles. An enhanced disturbance sensitivity of juveniles is quite common. For example, 
the Window of Opportunity establishment concept (Balke et al. 2011, Hu et al. 2015) is based on 
an enhanced disturbance sensitivity of juveniles over older and larger stages (Balke et al. 2011; 
van Belzen et al. 2022, Cao et al. 2018). We note, however, that other climactic extremes may 
specifically target larger individuals. For example, adult corals are more vulnerable to heat waves 
than juveniles (Speare et al. 2022). In addition, size-dependent vulnerability can change throughout 
an organism’s life cycle: larger tree seedlings are less vulnerable to drought than smaller ones due 
to greater root reach (Holmgren et al. 2013), but larger adult trees experience higher mortality 
during drought than smaller trees due to greater vulnerability to hydraulic stress (Bennett et al. 
2015, Ding et al. 2017).  
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The depletion of adult stocks in populations experiencing size-dependent mortality greatly slows 
down recovery (Fig. 8b) and could lead to population collapse. In comparison, a population which 
had experienced mortality independent of size would be better able to self-recruit due to mortality 
being spread between several year-classes. Furthermore, a closed recruitment system due to a 
storm with landscape-scale impacts would slow down recovery even further (Fig. 8b), because the 
impacted population would be forced to self-recruit from depleted adult stocks in the years 
following the extreme storm. The conclusion that size-dependent mortality has a more adverse 
effect on a population’s recovery than size-independent mortality is supported by fisheries data 
and models, where fishing size limits have led to lower resilience (Law et al. 2016), lower ability 
to buffer against unfavorable environmental conditions (Planque et al. 2010), and fisheries collapse 
(Pinsky & Byler 2015). Not only would storm-induced size-dependent mortality weaken a 
population’s ability to recover from such an event, it would also increase a population’s sensitivity 
to climactic variability, especially in short-lived species (Morris et al. 2008). This means that 
storm-induced size-dependent mortality would weaken a population’s ability to recover from 
subsequent events (as in Fig. 6b). Severe storms in consecutive years may considerably weaken or 
wipe out a local population depending on the severity of the storms and the numbers of cohorts 
affected, even under open recruitment.  
 

The	importance	of	size	and	burying	depth	in	determining	bivalve	vulnerability	
to	erosion	and	transport	during	storms.		
 
The effect of bivalve size on erodibility could be due to size-related morphology (weight and drag) 
and size-related burrowing behavior (burrowing depth and rate). In our experimental set-up, all 
bivalves that succeeded in evading erosion burrowed at a speed greater than or equal to 10 cm/h 
when the overlying sediment was completely eroded. In addition, the relationship between bivalve 
size and erodibility manifested in our experiment at sediment erosion depths >2.5 cm, which was 
past the initial burying depth for many of the bivalves used in the experiment. Thus, the ability to 
withstand erosion had at least partly to do with size-dependent burrowing rate. However, 
burrowing rate is not the only important factor. Previous studies have found that there is a 
relationship between entrainment velocity and shell size in dead bivalves (Chattopadhyay et al. 
2013), and in unburied C. edule (Anta et al. 2013). While juvenile bivalves may burrow faster than 
adults (e.g. M. balthica in Tallqvist 2001), larger and heavier bivalves can withstand a greater 
frontal area being uncovered in the water flow than the smaller ones because of their greater weight 
and drag coefficient (Peña et al. 2008). Indeed, we found that surfacing frequency increased with 
shell size for C. edule (Table 1), and we observed from flume run videos that larger C. edule 
allowed themselves to be partially uncovered by the water flow more frequently and to a greater 
extent than smaller ones before reburrowing. It is possible that larger bivalves can burrow at lower 
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average rates than juveniles to escape erosion because these can allow themselves to be uncovered 
to a greater extent than juveniles without being dislodged.  
 

Tidal	flats	in	a	stormier	future	
 
Storms are predicted to increase in frequency and intensity due to climate change (Harley et al. 
2006), which will increase their importance in structuring macrobenthic communities in soft 
intertidal sediments, especially in wave-exposed sites (Hu et al. 2017). In addition to removing a 
portion of established populations, severe storms change the morphology of a tidal flat through 
extreme erosion and sedimentation (Hu et al. 2017; de Vet et al. 2020) which could present an 
added obstacle to recovery. While storms can have hundreds of kilometers of impact, the actual 
severe storm-induced erosion is likely to have a more localized effect (i.e. points that experience 
~20 cm and ~0.5 cm of sudden erosion can be separated by only 300 m, (de Vet et al. 2020). This 
means, that storms may result in a patchier landscape, especially if, on a regional scale, a meta-
population of a bivalve species remains healthy and ensuring a steady supply of spat to colonize 
depleted areas. However, if storms become so severe that their effects become as pronounced at 
the landscape as at patch scale (Fig. 8a, iii vs. Fig. 8a, iv), it’s possible that storms may select for 
bivalve species with a higher resistance to storm-induced erosion. 
 
It is also possible that bivalve species on certain impacted tidal flats may be replaced by other 
species altogether. While storm events do not necessarily have only negative effects as they can 
stimulate community diversity by facilitating recolonization opportunities (Corte et al. 2017) and 
increasing the dispersal of certain species (Dobbs & Vozarik 1983, Hunt et al. 2020), communities 
can take years to recover from severe storm events (Ong and Krishnan 1995). High-intensity 
disturbances select for species with better resistance traits or traits that increase recovery potential 
(Gladstone-Gallagher et al. 2019). In the case of storms, we can imagine that they might select for 
species with good resistance traits like high mobility (i.e. greater ability to burrow and escape 
sudden sediment erosion), or life history traits which ensure high recoverability, such as: high 
fecundity, low age at maturity, and pelagic larval dispersal. An increase in storm frequency and 
severity may lead some tidal flat communities to resemble an early succession stage (McCall 
1977). 
 

Conclusion		
 
Predicting ecosystem trajectories will become more challenging as ecosystems experience novel 
or altered disturbance regimes due to the intensification of extreme climactic disturbances (Carnell 
and Keough 2020). In this study, we show how an extreme storm would disproportionately impact 
bivalve recruits and depress adult stocks in later years, which slows down a population’s recovery. 
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Furthermore, this effect is intensified when a population self-recruits due to life history traits or 
because an extreme event has landscape-scale impacts (Fig. 8b). Because storms can have a huge 
impact on slow-moving benthic macrofauna and lead to local extinctions, an overall increase in 
storminess could lead to a larger contrast in community composition, as well as patchiness, 
between wave-exposed and unexposed tidal flats. While storms tend to have localized effects, 
other climactic disturbances, like heat waves or droughts, may have wider reaching impacts which 
would weaken a population’s ability to recover even if the species has a high recovery potential 
(see Fig. 8a). For example, a marine heat wave triggered the decline of the macroalgae fucus 
distichus in the rocky intertidal over a 1200 km span of Alaskan coastline (Weitzman et al. 2021). 
In the end, the integration of the size-dependent impacts of climactic disturbances into predictions, 
as well as different life history and landscape scale presences of species and populations, will be 
crucial for understanding how ecosystem resilience and trajectories will be altered in a more 
disturbance heavy future.  
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Supplementary table 
 
Table S1: The observed eroded fraction of bivalves at increasing sediment erosion cut-offs (cm) with a 
constant sediment erosion rate of 10 cm/h (Top) and the corresponding models of bivalve erosion 
probability as a function of shell length. Only once 2.5 cm of sediment erosion was reached did the 
relationship between erosion probability and shell length become significant. 
  

Fraction of eroded 
bivalves (observed)   
Bivalve shell 
length  

At 0.75 cm 
erosion 

At 1.6 cm 
erosion 

At 2.5 cm 
erosion 

At 5 cm 
erosion 

At 10 cm 
erosion 

4-11 mm 0.07 0.13 0.27 0.45 0.52 
11-17 mm 0.10 0.14 0.14 0.18 0.28 
17-24 mm 0 0 0 0.11 0.11 
24-31 mm 0 0 0 0 0 

      
Models  
Intercept -1.56 -0.48 0.66 1.28 1.63 
Length coefficient -0.08 -0.13 -0.20 -0.19 -0.19 
Length p-value 0.37 0.14 0.03 <0.01 <0.01 
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Abstract 
 
Restoration engineering measures, such as managed realignments or the building of groins, modify 
the environmental characteristics of coastal ecosystems. Creating physical modifications which 
are beneficial to an intertidal system’s ecology necessitates an in-depth understanding of the 
relationships between the abiotic and biotic components of a given intertidal habitat. In this study, 
we evaluate how hydrodynamics and sediment characteristics drive the development of the benthic 
macrofauna community during the first five years following engineering measures to enhance 
benthos diversity at three locations. The creation of low-dynamic habitats through groins 
(Knuitershoek and Baalhoek) and a managed realignment dike breach (Perkpolder) led to 
accumulation of fine sediments in all three target sites. Biomass of benthic macrofauna quickly 
increased between 2016 and 2020, with successional processes being more important in Perkpolder 
where the habitat was started completely from scratch due to a managed realignment, than at 
Knuitershoek or Baalhoek, where habitat conditions were improved by adding groins. In addition, 
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the density of benthos-eating birds, especially oystercatchers, increased at some of the modified 
sites. While a low-dynamic habitat may harbor more diverse assemblages of benthic macrofauna 
than a high-dynamic one, we also found that extremely high silt content, which is typical for low-
dynamic habitats, may slow the benthic community development. The observed increase of 
biomass at our target sites highlights the value of the interventions, while the delays in the response 
of the benthic community emphasizes the need for extensive monitoring both in time and space 
and the identification of underlying abiotic-biotic mechanisms. 
 
 

Introduction 
 
Soft-sediment intertidal flats are some of the most productive systems in the world and provide a 
vast array of ecosystem services (Koch et al. 2009, Barbier et al. 2011, Seitz et al. 2014), many of 
which are driven by benthic macrofauna. Indeed, benthic macrofauna (invertebrates larger than 
0.5 mm) provide food for birds and fish (Piersma et al. 1993, Bocher et al. 2014) and are ecosystem 
engineers (Kristensen et al. 2012) that drive both biogeomorphic (Cozzoli et al. 2021) and 
biogeochemical processes on tidal flats such as nutrient cycling (Kristensen 1988, Aller & Aller 
1998), organic matter decomposition (Levin et al. 2001), and pollutant removal (Mermillod-
Blondin et al. 2004). However, intertidal flats are some of the most degraded ecosystems in the 
world (Murray et al. 2019), prompting many restoration initiatives (Waltham et al. 2020). Among 
the many different forms of restoration, creating or enhancing intertidal areas through managed 
realignments and engineering measures such as building groins can contribute to coastal protection 
as well as increasing the ecologically valuable habitat for infaunal species (French 2006, Elliott et 
al. 2007), such as benthic macrofauna.  
 
In creating or enhancing intertidal areas, environmental characteristics of tidal flats (such as 
sediment accretion) are modified to trigger a cascading change in the ecosystem’s ecology and 
function (such as benthic macrofauna colonization) (Elliott et al. 2016). However, these projects 
do not always reach their ecological targets. For example, too little accretion of suitable sediment 
can severely delay the colonization of desired benthic macrofauna which can serve as food for 
(migratory) birds (Garbutt et al. 2006), whereas rapid sediment accretion can be detrimental to the 
desired benthic macrofauna as it encourages saltmarsh colonization (Mazik et al. 2010). Therefore, 
creating physical modifications that are beneficial to an intertidal system’s ecology necessitates a 
good understanding of the relationships between the intertidal environment’s abiotic and biotic 
components.  
 
Understanding abiotic-biotic interactions is one of the longstanding goals of intertidal ecology 
(Pearson & Rosenberg 1978, Whitlatch 1981, Gray & Elliott 2009). Benthic macrofauna affect 
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sediment characteristics such as erodibility, grain size, and permeability through their movements 
(Volkenborn et al. 2009, Kristensen et al. 2013, Harris et al. 2016), but at the same time they have 
distinct environmental associations (Thrush et al. 2003, Kraan et al. 2013) and are known to live 
along environmental gradients (Ysebaert & Herman 2002). Among the most important 
environmental variables for determining species assemblages are sediment grain size distribution, 
inundation time, and hydrodynamics (Ysebaert et al. 2002, Cozzoli et al. 2014, Lange et al. 2020). 
The relationships between environmental drivers and benthic assemblages are well-studied, but 
these are usually examined within ecosystems at an equilibrium (Ysebaert & Herman 2002, Thrush 
et al. 2003, Compton et al. 2013, Holzhauer et al. 2022). Studies examining the relationships 
between abiotic and biotic components in intertidal systems that are undergoing physical 
modification due to restoration are comparatively rarer (see e.g. Beauchard et al. 2013). Most 
intertidal restoration ecological studies focus on the benthic macrofauna colonization process 
(Marquiegui & Aguirrezabalaga 2009, Mazik et al. 2010, Valdemarsen et al. 2018), and less on 
concurrent abiotic (e.g. hydrodynamics, sediment properties) and biotic (e.g. benthos, birds) 
changes, which is the aim of this paper.  
 
Since 2010, The Netherlands’ province of Zeeland has implemented several projects in the 
Western Scheldt to create ecologically valuable intertidal estuarine habitat to develop benthic 
macrofauna biomass, which are an important food source for foraging birds. In 2016, groins were 
modified or built at Knuitershoek and Baalhoek to reduce water flow and encourage sediment 
accretion. In the nearby location of Perkpolder, a dike was breached in 2015 to inundate old 
farmland and create a new tidal flat. All these projects aimed to change the hydrogeomorphological 
conditions in such a way that the benthic macrofauna community and overall biomass thereof 
would be enriched over time, thereby providing food to the large numbers of migratory birds that 
visit the region to forage. To assess the effectiveness of these measures and to advise on future 
restoration designs, all study locations have been intensely monitored to follow the development 
of both their physical and biological characteristics. 
 
In this paper, we evaluate how hydrodynamics and sediment characteristics drive the development 
of the benthic macrofauna community in our three case studies. In addition, because one of the 
goals in developing the benthos at these sites was to provide food for migratory birds, we include 
a brief examination of the bird density response to the interventions. Each of these projects 
represent different ecological engineering interventions (groin modification and sand nourishment 
at Knuitershoek, groin creation at Baalhoek, and depoldering at Perkpolder). All interventions 
were implemented nearby each other and at similar moments in time. This means that we can more 
easily partition differences among the site trajectories due to the interventions from natural 
spatiotemporal variability. We will 1) present key similarities and differences between the physical 
and biological trajectories of these sites, 2) identify the most important abiotic-biotic processes 
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that drive the emerging ecosystems of each location, and 3) summarize the general lessons learned 
from these large-scale interventions on the development of intertidal mudflat ecosystems. 
  
 

Methods 
 
Description	of	study	locations	
 

 
 
Figure 1: Top: Map of the Western Scheldt in the South of the Netherlands (source: Google Maps) 
showing the location of our three case studies. Bottom: Aerial photographs (source: 
Rijkswaterstaat) of Knuitershoek, Baalhoek, and Perkpolder showing the locations pre- and post- 
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intervention. In the first photograph of each series, we show benthos and sediment sampling 
stations by site, and intervention type.  In the legend, (t) and (a) indicate whether the corresponding 
site is a target site (intended area of intervention impact) or an adjacent site (area next to target 
site). The northernmost groin at Knuitershoek is 3 m above mean sea level, while the other four 
groins at Knuitershoek and Baalhoek are elevated 0.5 m above mean sea level. Please note that the 
stations for Knuitershoek and Baalhoek are those sampled from 2017-2020 (5 additional station 
were added at Knuitershoek in 2017, while 2 were dropped; 3 additional stations were added in 
2017 to Baalhoek).  

 
As part of the 2010 Scheldt Estuary Development Outline, the province of Zeeland has 
implemented several projects to create 600 ha of estuarine habitat. Among these interventions are 
the construction or modification of groins in certain areas (Knuitershoek and Baalhoek), as well 
as the breaching of a formerly-enclosed polder (Perkpolder). These projects are large-scale 
interventions that would change the morphodynamic, sedimentary conditions, and ultimately, the 
area’s ecological status over time.  
 

Knuitershoek	and	Baalhoek:	stimulating	sediment	accretion	by	groins	
 
At both Knuitershoek and Baalhoek, several groins were either constructed or raised to create a 
low-dynamic area over time which would facilitate the development of the area’s benthos. Within 
the project area of Knuitershoek (westernmost location of the three study sites; Fig. 1, top), the 
Northern groin was newly constructed between April and October 2016, while the other two 
existing ones were raised. The Northern groin is elevated three meter above mean sea level (i.e., 
above high water) and the two other groins are elevated half a meter above mean sea level (only 
the tips near the channel are locally elevated three meter above mean sea level), whereas the tidal 
flat’s elevation is on average one meter below mean sea level. Like the Knuitershoek location, two 
groins were constructed at Baalhoek (easternmost location of the three study sites; Fig. 1, top). 
Both groins were constructed at half a meter above mean sea level, with the Western one being 
newly constructed in 2016 (See Fig. 1 bottom). The tidal flat’s elevation is on average 0.3 m below 
mean sea level. At both Knuitershoek and Baalhoek, the changes in the sediment composition and 
the bottom morphology, as well as the benthic community composition, were determined through 
yearly sampling campaigns from 2016 through 2020. 
 

Perkpolder:	creating	new	tidal	areas	through	managed	realignment	
 
Since June 2015, a dike-realignment pilot was carried out at Perkpolder (middle location of the 
three study sites; Fig. 1, top) to allow the former agricultural area to again come under the influence 
of tidal inundation and sediment dynamics (i.e., low-dynamic tidal nature). As a result of the 
breach, the 75 ha tidal basin is now flooded twice per day by water from the Western Scheldt. 
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While the sedimentary and hydrodynamic changes varied depending on the location within the 
basin, there was a net increase in sediment import of about 13 – 16 kT (5000 – 6000 m3) over just 
a 5-month period of measurement. Additional estimates between 2016 and 2017 showed an influx 
of 16-48 kT per year (van de Lageweg et al. 2019). Annual monitoring work was carried out from 
2015 to 2020 to determine how the benthic conditions changed over time. 
 

Target	and	adjacent	reference	sites	
 
At Knuitershoek and Baalhoek, monitoring was carried out at both the target sites and adjacent 
reference sites. Target sites are the areas between the groins (Knuitershoek Center and Baalhoek 
Center) which were expected to change the most rapidly due to the engineering measures. The 
adjacent reference sites (i.e, areas outside but next to the groins: Knuitershoek North, Knuitershoek 
South, Baalhoek East, Baalhoek West) were expected to not be significantly altered by the 
engineering measures. Monitoring both the target and adjacent sites allowed us to compare the 
evolution of the impacted ecosystem in between the groins with the less impacted system adjacent 
to the groins. While the adjacent sites act as reference locations for the target sites, we would like 
to note that sediment accumulation and scouring occurred on both sides of the groins and so the 
adjacent sites were impacted as well (See Fig. 1). We did not monitor adjacent sites in Perkpolder 
to use as a direct comparison, as the intervention affected the entire polder. 
 

Data	collection	
 
Benthic macrofauna sampling  
 
All locations were sampled in September or October within a few days of one another. A 10 cm 
diameter x 50 m long metal corer was used to collect the macrofauna in the field. At each sampling 
location, three separate replicates (down to 35 cm depth) were taken and pooled together as one 
sample. The sediment was sieved in the field over a 1-mm mesh and preserved in a 4% buffered 
solution of formalin dyed with Rose bengal. The macrofauna were analyzed to the lowest 
taxonomic rank possible. The individual specimens were first counted, then wet-weighed (blotted) 
to obtain biomass, which was later converted to ash free dry weight (AFDW). This allowed us to 
describe the community compositional patterns through the species richness, abundance and 
biomass.  
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Bird counts 
 
Birds were counted and identified to species level every month within one low tidal cycle since 
August 2017 at the three locations, during the outgoing tide. To limit disturbance, countings were 
carried out from a car, moving slowly along the dike. Counts were performed for area blocks 
corresponding to the sites delineated in Fig. 1, with the exceptions that the Knuitershoek target 
site and the Baalhoek adjacent sites contained two bird counting blocks. In addition, Perkpolder 
was divided into six bird counting blocks. In our analyses, we used densities (counts/hectare) of 
birds that mainly forage on benthos (waders, shelducks, and gulls) from October to February, 
which are the months that birds would forage on benthic macrofauna stocks assessed from the 
autumn surveys.  
 
Abiotic measurements 
 
In addition to the benthic macrofauna samples, we also took sediment samples using a cut-off 
syringe to collect the top 3 cm of the sediment at the same exact locations as the benthic 
macrofauna. The samples were stored in small plastic vials and kept cool until they were 
transported back to the laboratory. They were subsequently wet-weighed and then frozen at –20 
°C for several days before being placed into the freeze-dryer at –60 °C for at least 72 hours. The 
dry weight was recorded to calculate the bulk density of the sediment by subtracting the water 
content from the dried sediment. The samples were then analyzed for grain size composition using 
a Malvern Mastersizer 2000 particle size analyzer (McCave et al. 1986) through laser diffraction. 
This method measures the volume percentages of five different sediment fractions: silt (≤63 µm), 
very fine sand (62.5–125 µm), fine sand (125–250 µm), medium sand (250–500 µm) and coarse 
sand (500–1000 µm), which total 100% for every sample. From these values, the median grain 
size (D50) is also calculated.  
 
At each station, we measured the elevation of the tidal flat using a dGPS which had a 1 cm error 
margin. In addition, we used a penetrollogger to measure the penetration resistance of the sediment 
up to 80 cm deep, and we measured the surface shear stress using a shear-vane. Five replicates 
were collected and averaged for both the penetration resistance and the surface shear stress 
measurements. During analysis, we cut the penetration resistance measurements off at 30 cm depth 
because many of the profiles did not reach past this depth and we wanted a more even profile 
length between stations for comparison.  
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Flow velocities from modeling 
 
Tidal flow velocities were computed for all benthic macrofauna and sediment sampling locations. 
These velocities were derived from a depth-averaged Delft3D Flexible Mesh numerical model 
covering the Western Scheldt from Vlissingen to the Belgian border and was enforced with nested 
hydrodynamic boundary conditions (de Vet & Van de Werf 2022). The resolution of the 
computational mesh was 15 m in the project areas. The model was validated by flow velocity 
measurements. The bias and the root of the mean-squared-errors were less than 10 cm/s for most 
locations and less than 20 cm/s for all locations. From a model simulation covering two spring-
neap cycles, the peak velocities of all tides were averaged such that for each sampling location an 
average peak velocity proxy resulted. 
 

Statistical	analysis	
 
Abiotic characteristics 
 
The seven hydrogeomorphological characteristics that we measured to assess the development of 
the tidal flat over time were: elevation in NAP (NAP, Normaal Amsterdams Peil, or Amsterdam 
Ordnance Datum, which is measured in reference to the mean water level for Amsterdam and is 
close to the mean sea level), bulk density (g/cm3) shear stress (tkN/m2), silt fraction (%), very fine 
sand fraction (%), penetration resistance (mPa), and peak current velocity (m/s). As the sediment 
was very silty, the D50 and the silt fraction were highly related and therefore we did not consider 
the D50 as an individual parameter in our analyses. 
 
We evaluated the correlations between the different abiotic characteristics using Pearson 
correlation coefficients. We also used linear regression to examine whether relationships between 
abiotic characteristics were site-specific or universal across all sites (Fig. 2). In addition, we 
evaluated whether abiotic characteristics differed between the beginning and ending year of data 
collection. Because several different sampling stations were used in 2016 at Knuitershoek and 
Baalhoek than in other years at these locations, we used 2017 as the starting year instead of 2016 
in the analyses comparing the beginning and ending year of data collection. This means that we 
may have underestimated the effect of the intervention as we did not take the beginning state into 
account for these temporal comparison analyses. For univariate and multivariate models, we 
excluded variables with a correlation coefficient above 0.6 from being in the same model to avoid 
redundancy. Lastly, we also used the Variance Inflation Factor (VIF) for models to verify that the 
variables within models were not overly correlated. 
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Benthos biomass 
 
We summed the AFDW of all individuals in a sample to obtain the total biomass value for that 
sample. Subsequently, we evaluated the year and site effects on total biomass using linear 
regressions and analysis of variances (ANOVAs). In all models, biomass was log-transformed so 
that it would be normally distributed. We removed the following large species from the species 
counts and biomass estimates as these were too big to be reliably sampled with a 10 cm diameter 
corer: crab (Hemigrapsus sp.) and Pacific oyster (Magallana gigas). 
 
Multivariate analysis 
 
We explored the community structure of benthic macrofauna across the different habitats in 2016, 
2018, and 2020 through multivariate methods. Using functions from the “ade4” R package, we 
evaluated the biotic and abiotic components of the ecosystem separately with a Between Class 
Analysis (BCA; Thioulouse et al., 2018), to understand whether differences between the 
communities were better explained by spatial (between site) or temporal (between year) 
partitioning. We tested the effect of the habitat and year on the variation of community structure 
with a Monte Carlo permutation test using 999 random permutations. Prior to the BCA, we 
processed log-transformed individual densities of organisms by centered Principal Component 
Analysis (PCA). We used PCAs to determine which variables (environmental characteristics or 
species richness) best explained the ordination axes for the biotic and abiotic datasets.  
 
To explore which abiotic variables best correlated with biotic community structure across both 
target and adjacent sites within the three years in more detail, we subsequently used a Canonical 
Correspondence Analysis (CCA, Ter Braak and Verdonschot, 1995) with functions from the 
“vegan” package in R. We applied single variable CCA models to assess how well an 
environmental variable explained the benthic macrofaunal community inertia, and we used full 
CCA models to determine the best combination of environmental variables explaining the benthic 
macrofaunal community inertia (Table 1). For the full models, we used forward selection to order 
the environmental variables according to the amount of inertia in the species dataset that they 
explained (Ter Braak & Verdonschot 1995, Ysebaert & Herman 2002). At each step, the statistical 
significance of the added variable was tested using a Monte Carlo permutation test with 999 
random permutations.  
 
Bird densities 

We evaluated the year and site effects on total bird density and oystercatcher counts with a negative 
binomial regression using functions from the R package “MASS”. We evaluated the model 
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goodness-of-fit using a chi-square test and examining both model residuals and qqplots. We do 
not present a detailed analysis of the bird data, but rather discuss changes in benthos-eating bird 
assemblages in relation to the changes we observed in their prey base.  

 

Results 
 

Low	current	velocity	led	to	an	import	of	silty	sediment	in	target	sites	
 
At Knuitershoek, the lowering of the current velocities between the groins led to substantial 
accretion and bed level change, whereas at Baalhoek and Perkpolder, the sediment did not accrete 
as dramatically at the measured locations (Fig. S1). Average peak velocity decreased the most at 
the Knuitershoek target site, from 0.51 m/s in 2016 to 0.34 in 2020, whereas the peak current 
velocity stayed relatively high at the Baalhoek target site (0.55 m/s). The average peak velocity at 
Perkpolder was relatively low after the dike breach (0.15 m/s) and has remained so as the tidal 
prism of the area is limited with an area of 75 ha.  
 
The calmer hydrodynamic conditions allowed for sediment accretion and we observed bed-level 
changes at the benthic macrofauna sampling locations. Between 2017 and 2020 the target sites’ 
bed-level increased on average 11 cm at Knuitershoek Center, 14 cm at Baalhoek Center, and 5 
cm at Perkpolder. Additionally, in all cases, we observed an increase in the sediment silt content. 
The Knuitershoek and Baalhoek target sites experienced the greatest silt content increase between 
2017 and 2020 (from 65% to 84% and 31% to 47% on average, respectively). Perkpolder also had 
increasingly high sediment silt content (58% in 2015 and 72% in 2020), like the Knuitershoek 
target site. 
 
We found that the relationships between sediment properties (silt content, bulk density, shear 
stress, and penetration resistance) were universal across all sampling locations, while the 
relationships between sediment properties and geomorphology (elevation and peak current 
velocity) were more site specific. The most important universal correlations in geomorphological 
properties across sites was the relationship between sediment silt content and bulk density (Fig. 
2). Siltier sediments were softer than sandier sediments at all of the monitored sites. However, the 
relationships between elevation and other geomorphological characteristics were not the same 
across locations. At both Knuitershoek and Baalhoek, higher elevation was associated with lower 
current velocities, and stiffer, sandier sediment (Fig. 2). Perkpolder, on the other hand, did not 
show the same relationships between elevation and the sediment characteristics as the other two 
locations. In contrast it had some of the highest sampled elevations, paired with very high silt 
content of imported sediment (Fig. 2). This is largely due to Perkpolder being a small tidal basin 
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unlike the other two locations and is sheltered from waves and experiences no substantial 
alongshore flow.  
 

 
 

Figure 2: Correlations between abiotic variables in 2018 which were considered for inclusion in 
statistical models. The abiotic variables are elevation (NAP), bulk density (g/cm3) shear stress 
(tkN/m2), silt (%), very fine sand (%), penetration resistance (mPa), and peak velocity (m/s). 
Relationships for the full dataset are show in black lines, relationships for the dataset that excludes 
Perkpolder are shown in grey.  
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Biomass	increased	over	time	at	most	target	sites,	following	the	interventions		
 
The project interventions succeeded at improving habitat quality for benthic macrofauna in terms 
of their biomass at the target sites. The most dramatic increase in biomass occurred at the Baalhoek 
target site: from an average of 1 g AFDW in 2016 to 56 g AFDW in 2020 [t(14) = 2.7, p = 0.02; 
(Fig. 3a)], largely due to the increase in bivalves. The adjacent sites at Baalhoek also experienced 
an increase in biomass from 2017-2020, although not as dramatic as the one in the target site (Fig. 
3b). At Perkpolder, where the intertidal flat was started from scratch, there was also an increase in 
biomass over time: from an average of 3 g AFDW in 2015 to 18 g AFDW in 2020 [t(27) = 6.8, p 
< 0.01].  
 

 
 

Figure 3: Left panel (a): Mean biomass (g AFDW) at the Knuitershoek, Baalhoek, and Perkpolder 
sites from 2015 to 2020. At Perkpolder and Baalhoek (center and west) the biomass had a linear 
increase over time (unbroken line). At the other sites, biomass did not increase linearly over time. 
Right panel (b): Comparison of biomass at the beginning of the project (in 2017 or 2015) and in 
2020 at the different sites. The stars signify sites that had a statistically significant (p < 0.05) 
increase in biomass since the beginning of the project. The increase in biomass at Knuitershoek 
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Center had a significance of p = 0.1. In the legend, (t) and (a) indicate whether the corresponding 
site is a target site (intended area of intervention impact) or an adjacent site (area next to target 
site). 

 
The increase in biomass at both Perkpolder and the Baalhoek target site had a linear trajectory 
(Fig. 3a). On the other hand, at the Knuitershoek target site’ macrofaunal biomass increased from 
2017-2020, but in a non-linear way [t(7) = 1.6, p = 0.1]. Indeed, the only significant increase in 
biomass occurred in the final year (Fig. 3a). In the first year of the project, all the target sites had 
a lower average biomass than the adjacent sites’ average biomass (target site biomass was on 
average 1 to 3 g AFDW during the first year of the project vs. 15 to 30 g AFDW on average at 
adjacent sites). By 2020, the biomass in the Baalhoek and Knuitershoek target sites was at a similar 
level to their respective adjacent sites (Fig. 3a). 
 

Macrofaunal	communities	were	best	distinguished	by	inundation	time	and	silt	
content	
 
Benthic macrofaunal communities differed the most in terms of elevation/immersion time. The silt 
content (first PCA axis) and the elevation or immersion time (2nd PCA axis) were the most 
important geomorphological variables for distinguishing between the sites in terms of 
environment. Indeed, when we examined the environmental variables that were most correlated 
with the structure of communities between sites in 2016, 2018, and 2020, we found that elevation 
and silt content were the most important in distinguishing between the benthic macrofauna 
communities (Table 1, Fig. 4 top). Interestingly, Perkpolder and the Knuitershoek target site were 
very similar in terms of sediment type. They both developed soft, very silty sediment. However, 
these two sites were the farthest apart in terms of elevation (Fig. 4 bottom), as well as community 
composition in 2018 and 2020 (Fig. 4 top). 
 



Chapter 5: Intertidal flat restoration ecology 

 112 

 
 

Figure 4: Top row: NMDS plot for benthos community abundances at sites in Baalhoek, 
Knuitershoek and Perkpolder in 2016, 2018, and 2020. The ellipses in the NMDS plots represent 
the standard error with 95% confidence around the centroid for the communities at the different 
sites. The vectors represent the abiotic variables (penet. = penetration resistance, current = peak 
current velocity) that best explain the sample ordination by CCA. Those in grey were statistically 
significant in single variable CCA models, but did not improve the full model where variables were 
added using stepwise forward selection (full model variables are the black vectors). The direction 
of the vector represents the steepest gradient, and the length represents the strength of the 
relationship. Highly correlated abiotic variables were not allowed in the same models. 
Bottom row: Site averaged sediment silt content (%) as a function of elevation (NAP) for 2016, 
2018, and 2020, with points scaled to the average biomass of the site-year combination. In the 
legend, (t) and (a) indicate whether the corresponding site is a target site (intended area of 
intervention impact) or an adjacent site (area next to target site). The lines around the points are the 
standard deviations for the elevation and sediment silt content. Knuitershoek Center and Perkpolder 
consistently have the highest silt content, but also have the largest difference in elevation.  
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Table 1: Effects of environmental variables on the benthic macrofauna community in 2016, 2018, and 
2020. Explained inertia denotes the amount of explained multidimensional variance of community structure 
by the considered variable in CCA models. In the single variable model, only one variable was regressed 
against the benthic macrofauna community, in the full model, the variables were selected using stepwise 
forward selection. Highly correlated (correlation coefficient > 0.6) variables were not included in the same 
model. The best model was selected using the Akaike Information Criterion. Bolded values are statistically 
significant (p <0.05) 
 

year single variable model % explained inertia p-value 
2016 elevation 20.1 <0.01 

 silt 10.1 <0.01 

 very fine sand 6.9 0.02 

 bulk density 5.3 0.06 

 penetration resistance 17.5 <0.01 

 shear vane 4 0.15 

 current velocity 18.4 <0.01 
2018 elevation 15.3 <0.01 

 silt 9.7 <0.01 

 very fine sand 3.9 0.06 

 bulk density 7.9 <0.01 

 penetration resistance 9.5 <0.01 

 shear vane 7.1 0.04 

 current velocity 9.5 <0.01 
2020 elevation 8.4 <0.01 

 silt 8.8 <0.01 

 very fine sand 4.1 0.04 

 bulk density 8.1 <0.01 

 penetration resistance 5.6 0.004 

 shear vane 3.4 0.12 

 current velocity 9.4 <0.01 

    
year variables in best full model % inertia explained p-value 
2016 elevation + penetration resistance 36 <0.001 
2018 elevation + silt  25 <0.001 
2020 current velocity + silt 16 <0.001 

 
An extremely silty and soft sediment may lead to lower biomass than a stiffer, sandier sediment in 
low-dynamic habitats. Overall, biomass decreased in softer, siltier sediment (Fig. S2). In 
particular, sediment penetrability had the clearest relationship with biomass, where biomass 
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increased with bulk density [t(28) = 3.1, p= < 0.01] and penetration resistance [t(33) = 2.4, p = 
0.02]. The siltiest target sites, Perkpolder and Knuitershoek Center, had the lowest total biomass 
across all the sites [F(6, 213) < 0.01, post hoc Tukey p-values <0.01 for comparisons between 
Knuitershoek Center and Perkpolder with the adjacent sites]. Furthermore, Perkpolder and 
Knuitershoek Center had consistently lower proportions of bivalves in their biomass compared to 
other target and adjacent sites (except adjacent site Knuitershoek North which had a consistently 
high proportion of polychaetes, Fig. 6). Finally, a softer, siltier sediment had a community with a 
lower diversity (Shannon index) than a sandier sediment, although this was only statistically 
significant in 2018.  

 
Temporal	biotic	processes	were	loosely	coupled	to	abiotic	drivers	in	the	short-
term	
 
We found that the macrofaunal assemblages had a greater temporal development than the abiotic 
characteristics. The BCA analysis showed that the environmental characteristics differed more 
between sites than between years (2% of inertia is explained by temporal differences, Monte-Carlo 
p = 0.3; whereas 43% can be explained by spatial differences, Monte-Carlo p < 0.001) which 
means that they did not change much over time compared with their between-site differences. The 
biotic communities, however, varied both over sites and years (12% of inertia is explained by 
temporal differences, Monte-Carlo p < 0.001; whereas 23% is explained by spatial differences, 
Monte-Carlo p< 0.001). This means that the biotic components evolved through time much faster 
than the abiotic ones. 
 
The percent inertia of the benthic community explained by the abiotic variables across both target 
and adjacent sites decreased throughout time (36% in 2016, 25% in 2018, 16% in 2020, Table 1), 
indicating that the strongest correlation between the abiotic conditions and the benthic community 
composition occurred when the interventions began. This trend can be explained by the biological 
and environmental components of the sites becoming less distinct in later years due to the 
interventions, which likely caused the strength in the spatial correlation between the biotic and 
abiotic components to decrease. Indeed, in 2016, 53% of the benthic community inertia is 
explained by differences between sites, while in 2018, the inertia explained by spatial differences 
decreased to 42 % (33% when Perkpolder is excluded from the analysis), which shows that the 
benthic communities at all target and adjacent sites were growing more similar through time. This 
decrease in spatial heterogeneity over time was observed for the environmental characteristics, 
though to a lesser extent (56% inertia explained by spatial differences in 2016 and 47% in 2020). 
It is important to note that we did not include lag effects in our models correlating the abiotic and 
the biotic ecosystem components, and it is probable that the biota will adapt to the changes in the 
environment due to the interventions for years to come.  
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The	 composition	 of	 benthic	 assemblages	 in	 target	 sites	 changed	 post-
intervention		
 
Colonization processes also played a large role in determining the benthic community trajectories. 
When a completely new habitat is created (such as at Perkpolder), the colonization process starts 
from zero, leading to a highly evolving successional community (Fig. 5). We observed high 
abundances of smaller, shorter lived species such as Corophium volutator in the first years after 
the dike breach at Perkpolder, but these largely disappeared by 2018; by which point, longer-lived 
bivalves such as Scrobicularia plana gained a foothold (Fig. S3). Perkpolder also showed the 
clearest significant increase in sample diversity over time. The Shannon index was 0.74 in 2015 
and 1.14 in 2020 [t(1) = 5.88, p = 0.04].  
 

 
 

Figure 5: BCA trajectory for the benthic community densities at the different sites from 2016, 
2018, to 2020. In the legend, (t) and (a) indicate whether the corresponding site is a target site 
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(intended area of intervention impact) or an adjacent site (area next to target site). The symbols 
represent the centroid for that year by site. The symbols with the white disk are the 2016 values. 
The Perkpolder community is the only one that changes significantly over time.  

 
In the case of habitat modification (i.e. Baalhoek and Knuitershoek) where there was already biota 
at the target sites to start with, the community evolution through time was not so strong as at 
Perkpolder (Fig. 5). In 2016, polychaetes such as Heteromastus filiformis and Aphelochaeta were 
abundant in the Knuitershoek and Baalhoek target sites, but there were far fewer of the bivalve 
Macoma balthica in target sites compared to the adjacent sites [F(6,40)= 5.03, p< 0.001; post hoc 
Tukey p <0.01 for target-adjacent comparisons]. S. plana, the most massive species in 2019 and 
2020, colonized both the target and adjacent sites in 2017 and 2018, and while S. plana were 
initially more massive in adjacent sites [F (6,40) = 5.02, p< 0.001; post hoc Tukey p< 0.05 for S. 
plana target-adjacent site comparisons, except with the Baalhoek target site], by 2020, the 
abundances and biomass of S. plana were similar between the target and adjacent sites [F (6,38) = 
1.97, p = 0.1].  
 
Overall, at all sites, the biomass of the assemblages shifted from polychaetes to bivalves over the 
monitored period (Fig. 6a). All the target sites had communities dominated by polychaetes (or. C. 
volutator in Perkpolder) in the first years (proportion of bivalve biomass < 50% in 2017 for all 
target sites, Fig. 6a), but the proportions of polychaetes to bivalves in target sites shifted closer to 
those of the adjacent sites very quickly. At Perkpolder and the Knuitershoek target site, which 
were the muddiest areas, the polychaete to bivalve ratios were slower to reach the same bivalve-
heavy ratios of the Baalhoek and Knuitershoek South adjacent sites (Fig. 6a). The exception to this 
trend of polychaete to bivalve biomass shift was the sand-nourished adjacent site Knuitershoek 
North. Rather, the polychaetes H. filiformis, Hediste diversicolor, and Arenicola marina made the 
largest contributions to biomass in Knuitershoek North in 2020. 
 

Benthos-eating	birds	may	have	responded	to	an	increase	in	benthos	biomass	
 
The gradually changing composition of the benthic macrofauna community as well as the changing 
biomass may be expected to have had an effect on the benthos-eating birds that used the area (Fig. 
6). Indeed, the number of oystercatchers increased in the Baalhoek target site from 0.9 to 7.7 
oystercatchers/hectare between 2017 and 2020 (Fig. S4) [	ΧA(1, N=10) = 24.9, p = < 0.001]. The 
effect of the groins on the birds was less clear at the Knuitershoek target site, though the number 
of oystercatchers seemed to increase in 2020 (Fig. S4). In Perkpolder, the number of benthos-
eating birds increased between 2017 and 2020 from 1.6 to 2.4 birds/hectare [	ΧA(1, N=10) = 2.9, p 
=  0.08]. In particular, the number of oystercatchers and dunlins appeared to have increased, but 
the numbers fluctuated spatially and temporally.  
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Figure 6: a) Proportion of polychaetes to proportion of bivalves in the biomass of target and 
adjacent sites in 2017 and 2020.  In the legend, (t) and (a) indicate whether the corresponding site 
is a target site (intended area of intervention impact) or an adjacent site (area next to target site). b) 
Triangle plot showing the proportion of bivalves, polychaetes and crustaceans/other in the diets of 
the eight most common bird species at the sites. Birds close to the corners are specialized in one 
food category, birds close to the mid-sides target two food categories, and birds in the center of the 
triangle eat a mix of the three food categories. Birds with their names in red have increased in 
numbers in the target sites from 2017 to 2020. Specifically, the number of oystercatchers increased 
in all target sites, black-headed gulls in the Baalhoek target site and dunlins in Perkpolder. The bird 
diet information is from Leopold et al. (2004) and the bird silhouettes are from http://phylopic.org/. 

 
 

Discussion 
 
The implementations of groins and a managed realignment with the aim of creating low-dynamic 
habitat were successful in enhancing the habitat value for the benthic macrofauna community. 
Lowering the hydrodynamics at target sites stimulated sediment import and, as a result, we 
observed an increase in the benthic macrofauna biomass in the target sites after project 
implementation (Fig. 7). Moreover, the density of benthos-eating birds, in particular the 
oystercatchers, increased at some target sites. However, we also found that if the sediment had an 
extremely high silt content (>70%), then benthic macrofauna biomass was slower to develop than 
in areas with less extreme silt content. While improving the habitat is important to attract benthic 
macrofauna, biotic processes such as colonization and succession are also important for 
determining the evolution of macrobenthic assemblages. Because of this, there may be delays in 
observing the response of the benthic macrofauna community to changes in their habitat. 
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Figure 7: Schematic showing how physical changes due to intervention measures (1Knuitreshoek 
and Baalhoek, 2Perkpolder) lead to geomorphological changes at an intertidal site, which in turn 
affect the benthic macrofauna assemblages and biomass. All relationships depicted are derived 
from this study except those marked with an *. An increase in sediment accretion and siltiness can 
lead to increase in biomass, but if these changes in geomorphology are too extreme, the effects on 
benthic biomass can become negative (red arrow). Changes in the hydrogeomorphology also lead 
to changes in the composition of benthic macrofauna assemblages, however, assemblages are also 
driven by processes like colonization and succession. 

 

The	pros	and	cons	of	low-dynamic	areas	for	stimulating	benthic	macrofauna	
 
One of the core goals of the restoration initiatives behind our case studies was to create low-
dynamic intertidal flats, from the principle that low-dynamic areas (i.e. peak current velocity is 
less than 0.6 m/s) are more species rich than high-dynamic areas (Van Colen et al. 2010, van der 
Wal et al. 2017) (though not always, see Dutertre et al., 2013). Highly dynamic areas tend to have 
a lower number of species than less energetic intertidal flats because fewer species can maintain a 
foothold under these conditions (Warwick & Uncles 1980, Van Colen et al. 2010). Furthermore, 
coarse sediments in high-dynamic areas are unstable for large burrowers and offer little food to 
deposit feeders (Donadi et al. 2015), and greater sediment and larval resuspension due to high 
hydrodynamic stress can reduce recruitment (Bouma et al. 2001). However, the difference between 
low-dynamic and high-dynamic areas may have more to do with the types of assemblages that 
these habitats can support than the species richness. Burrowing deposit feeders are favored in low-
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dynamic areas whereas omnivorous crawling or swimming species are favored in high-dynamic 
areas (van der Wal et al. 2017). Low-dynamic environments may also come with disadvantageous 
conditions. For example, bottom-waters may become susceptible to oxygen depletion because of 
reduced mixing (Dutertre et al. 2013) which could be exacerbated due to rising temperatures. 
Finally, spatial heterogeniety leads to greater species richness (Ellingsen et al. 2007), and so, if 
tidal flat restoration iniatives only aim to create low-dynamic areas, we may forego diversity in 
both the environmental and biological components of the ecosystem at the macro-scale. 
 
In the target sites of our three cases, the low hydrodynamics were accompanied by the 
accumulation of fine-grained sediment with an exceptionally high silt content in the case of  
Perkpolder and Knuitershoek Center. High silt content means a food-rich environment for deposit 
feeders as well as greater bed level stability than coarse sand (Ysebaert & Herman 2002), yet 
extremely high silt content, especially when resulting from rapid accumulation (Lohrer et al. 2006) 
and coupled with poor drainage (Dale et al. 2019), can be detrimental to animal functioning. 
Though low bulk densities can facilitate animal movement (Wiesebron et al., 2021), animals may 
have to expend a greater amount of energy to maintain their position in highly silty sediment or 
unclog their feeding apparatus of small mud particles (Lohrer et al. 2006, Mestdagh et al. 2018). 
The rapid accumulation of extremely silty sediments may have had a negative effect on the 
development of the benthos community at Perkpolder and Knuitershoek Center, where biomass 
built up more slowly than other target sites. Therefore, while silt content is beneficial for benthic 
macrofauna, especially deposit-feeding burrowers, extremely high silt content may be detrimental 
to the development of benthic macrofauna assemblages on the whole. This needs to be considered 
when designing low-dynamic areas for restoration purposes.  
 

Bottom-up	effects	on	birds	
 
As benthic macrofauna form the prey base of many other intertidal fauna, an increase in their 
biomass should cascade up trophic levels and attract predators such as birds. Indeed, we observed 
an increase in the number of benthos-eating birds at the target sites and, in particular, the 
oystercatcher numbers increased at all target sites over the project years. We also observed an area-
wide shift in benthic macrofauna biomass from polychaetes to bivalves, with the biggest shifts 
occurring at target sites, and S. plana was by far the biggest contributor to the increase in bivalve 
density and biomass at these sites. Oystercatchers prefer to eat bivalves, and S. plana is one of the 
oystercatcher’s most profitable prey (Zwarts et al. 1996). Thus, it is possible that oystercatchers 
specifically responded to this prey source. However, links between bird assemblages and the 
availability of their preferred prey are frequently weak (Horn et al. 2020). Instead, bird distribution 
patterns are more strongly related to abiotic factors such as tidal cycle (Dias et al. 2006), distance 
to roost (Rogers et al. 2006), and anthropogenic disturbance (Velando & Munilla 2011). Thus, at 
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this point it is still unclear to what extent we can link the observed changes in bird use of the target 
sites to benthic prey availability. To explain bird observation, we should also consider the 
geomorphological changes as important factors. 
 

Contextualizing	intervention	success:	a	perspective	over	time	and	space	
 
Within the scope of our projects, the interventions succeeded at achieving the management goal 
of increasing benthic macrofauna biomass in the target sites. This was the result of careful design, 
but such interventions are not necessarily always successful. In fact, at Knuitershoek, a number of 
groins and channel edge fixation works were already present, but the groins were not sufficiently 
high to stimulate sedimentation. Instead, these works hindered drainage as evidenced from the 
pools visible in Fig. 1 which resulted in relatively low sediment bulk densities. In other projects 
the opposite effect has been reported, with sediment accumulation occurring so quickly that the 
intended intertidal flat became a marsh in less than ten years (Mazik et al. 2010). The challenge is 
that a single intervention can have opposing eco-morphological consequences at different 
locations, due to different hydrodynamics and sediment supply (de Vet et al. 2020). Thus, 
interventions can help improve a habitat, but only if they are implemented correctly, with the 
appropriate forethought and hydromorphodynamic modeling of the impact of various designs 
where needed. 
 
Though both kinds of interventions (groins and managed realignment) engendered an increase in 
benthic macrofauna biomass, the two types of interventions will have different long-term 
consequences, especially when they are implemented en masse and under the threat of sea-level 
rise. The estuaries where these tidal flat interventions are implemented are typically highly 
impacted in other ways, with continued human disturbance such as dredging to keep channels open 
to shipping. Managed realignments could help counteract the steepening of the floodplain under 
sea-level rise by widening the floodplain, thus increasing the accommodation space for intertidal 
flats (Leuven et al. 2019). Groins, on the other hand, restrict the estuarine channel and might have 
the opposite effect of managed realignments and steepen the floodplain. For example, the 
construction of groins in the Yangtze delta resulted in sediment accretion and current dampening 
between the groins, but the channel deepened and eroded (Luan et al. 2018). Steeper tidal flats 
restrict the habitat availability to benthic macrofauna and have a negative, long-term effect on 
benthic macrofauna (Cozzoli et al. 2017). The effects of groins under sea-level rise would certainly 
be exacerbated if these were implemented en masse. Thus, the fact that the groins were successful 
in increasing benthic macrofauna biomass at the local scale is not the only factor that should be 
taken into account when considering the success of the projects. Their impact on the estuarine 
system should also be considered, as the long-term and large-scale morphological changes may 
have negative ecological effects that surpass the current short-term and localized benefits. 
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Conclusion	
 
The engineering modifications of the tidal flats at Knuitershoek, Baalhoek, and Perkpolder led to 
the creation of habitat with low hydrodynamics and the accumulation of fine, silty sediment, and 
an increase in benthic macrofauna biomass. Furthermore, the trajectories of both the abiotic and 
biotic components of the target site ecosystems in all three study locations are moving towards the 
adjacent reference sites’ states. However, the abiotic conditions and the biotic responses at these 
sites are still in flux. While improving habitat is of crucial importance to attract benthic 
macrofauna, biotic processes such as colonization and recruitment success also determine the 
evolution of macrobenthic assemblages (Zajac et al. 1998), especially in the early years post-
intervention. Thus, even though the targeted sites experience rapidly changing abiotic 
characteristics, there may be a delay in the benthic community response (or even a delayed 
environmental response to intervention, (de Vet et al. 2020). As a result, it may take a longer period 
to observe how the benthic community responds to their changing environment. Indeed, slow 
recovery rates of benthic communities have been often observed post-disturbance (Lohrer et al. 
2010, de Juan et al. 2014) and recovering benthic communities can diverge from that of the 
surrounding area and/or even their pre-disturbance state (Van Colen et al. 2010). The existence of 
these delays in benthic community response necessitates a sound implementation of intertidal flat 
alterations (without undesirable side-effects) and stresses the importance of monitoring campaigns 
following the initial impact from the interventions. 
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Supplementary figures 
 

 
 

Figure S1: The evolution of the sediment properties at sites in Knuitershoek, Baalhoek, and 
Perkpolder. In the legend, (t) and (a) indicate whether the corresponding site is a target site 
(intended area of intervention impact) or an adjacent site (area next to target site). The target sites 
are shown in contrast to the adjacent sites in Knuitershoek and Baalhoek. We also show the 
Knuitershoek North adjacent site contrasted with the Knuitershoek South adjacent site because they 
diverge, largely due to the sand nourishment at Knuitershoek North which occurred in 2016. 
Statistically significant linear trends are shown by stars. All target sites show the accumulation of 
soft, silty sediment, with Knuitershoek Center and Perkpolder having the highest silt content 
overall. 
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Figure S2: Relationship between biomass (g AFDW) and suite of environmental parameters. The 
points were site averaged per year. In the legend, (t) and (a) indicate whether the corresponding site 
is a target site (intended area of intervention impact) or an adjacent site (area next to target site). 
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Figure S3: The fifteen most massive species at sites in Knuitershoek (north, center, south), 
Baalhoek (west, center, east), and Perkpolder. Species biomass (g AFDW) was summed over all 
sampled points within a site and a given year. 
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Figure S4: Time series showing oystercatcher densities (top) and the total benthos-eating bird 
densities (bottom) from 2017-2020, averaged per site over the autumn and winter months (October 
to February), with standard deviations. The bird densities are in counts per hectare. Note the log 
scale in the y-axis and that the points have noise added to them along the x-axis for legibility. The 
left panel shows the time series for adjacent sites, the right panel shows the times series for target 
sites.
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Chapter	6		
 

General	discussion	
 
Lauren E. Wiesebron 
 
 

Short summary 
 

 
Figure 1: Summary schematic of important traits (under “resilience”, in red) and drivers (under 
“disturbances” in purple, resulting in the ”physical environment” in blue) relating to the response of benthic 
macrofauna to the dynamic intertidal environment. The arrowhead denotes the direction of the interactions. 
Texts in italics refer to thesis-specific studies. The black numbers next to the text refer to the thesis chapter 
these processes/interactions are studied. The benthic macrofauna (silhouettes from www.phylopic.org) 
depicted are three crustaceans, three mollusks, and three polychaetes that are common to the Scheldt. 
 
In this thesis, I examined the response of benthic macrofauna assemblages and behavior to 
dynamic sediment drivers. I focused on detecting behaviors and traits that confer resilience to 
benthic macrofauna against disturbances and extremes in sediment dynamics (Fig. 1). In Chapter 
2, we used a mesocosm experiment to uncover the effects of sediment bulk density, a poorly 
studied but important sediment characteristic, on benthic macrofauna burrowing and bioturbation 
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behavior. This study shows that bulk density had a strong effect: benthic macrofauna burrowed 
faster and bioturbated more intensely in softer sediments, regardless of grain size. In Chapters 3 
and 4, we examined the effects of storm-induced erosion on bivalves, which are vulnerable to 
storms due to their low mobility. These chapters show how species-specific behaviors (Chapter 
3) and size-dependent traits (Chapter 4) regulate tolerances to extreme sediment erosion, which 
has consequences for the bivalve population trajectories and long-term species success in a more 
storm-disturbed intertidal. In Chapter 5, we analyzed the concurrent development of the 
hydrogeomorphology and benthic macrofauna community at three restoration projects in the 
Netherlands’ Western Scheldt. This chapter suggests that while the creation of a low-dynamic 
habitat can stimulate benthic macrofauna biomass, extremely high silt content, which is typical for 
low-dynamic habitats, may slow the benthic community development. 
 

Key future research themes following from present studies 
 

The	value	of	including	biotic	interactions	in	future	experiments		
 
Ecology is the only discipline in the natural sciences that is explicitly about relationships: the 
science of the interrelationships of organisms and their environment (Eggleton 1939). In this thesis, 
I focused exclusively on biotic-abiotic interactions, however, these do not cover all the 
relationships under the ecological umbrella. A second sphere of important relationships that govern 
animal assemblages are biotic interactions.  
 
Some of the most important biotic interactions (i.e. relationships that organisms have with other 
organisms) are competition and predation (Wilson 1990, Chase et al. 2002). Intra-specific 
competition is important for claiming food and space resources (Wilson 1990), such as competition 
among newly-settled bivalves for food which can lead to low growth and mortality when the 
recruitment rate is high (Philippart et al. 2003). Inter-specific competition for resources can explain 
why certain species with similar tolerances do not always coexist. For example, I examined the 
possible competition between R. philippinarum and C. edule for habitat and resources which may 
arise because they are two bivalve species that live at similar depths and eat the same food. 
Predation is another important biotic interaction. While I examined animal behaviors, like 
burrowing, in terms of responding to the animal’s environment, such behaviors can also be in 
response to predator threats. For example, bivalves burrow deeper into the sediment to protect 
themselves from predators, e.g. birds and fish. In addition, biotic interactions are often coupled to 
the environment (de Fouw et al. 2020). For example, mild winters can lead to low bivalve 
recruitment on intertidal mudflats, not due to direct climactic effects but because a higher number 
of predatory shrimp and crab survive the winter and eat the bivalve spat (Beukema & Dekker 
2014). Because biotic interactions are important for governing animal assemblages, they should 
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be considered along with biotic-abiotic interactions when examining how assemblages respond to 
their environment. 
 
Even though biotic interactions are very important in nature, there is a clear advantage to excluding 
biotic interactions in an experimental setting. When one excludes biotic interactions, it’s a lot 
easier to isolate responses to a stressor which is very important for determining mechanisms and 
causality. Except for Chapter 5 where I took a multivariate approach to examining the development 
of a benthic macrofauna community, I focused on single-species responses to environmental 
drivers. However, in all my experiments I included several species, which means that I could link 
responses to different behaviors and traits. For example, in the bulk density mesocosm experiment 
in Chapter 2, I found the same responses across all species (i.e. they all burrowed faster in low 
bulk density sediment) while other responses were species-specific (i.e. Macoma balthica 
burrowed deeper in low bulk density than in high bulk density sediment). This allowed me to better 
understand the universality of a response across taxa vs. nuances in a response that is linked to 
species-specific traits. Such clear mechanistic responses are hard to obtain when one includes 
biotic interactions in an experiment.  
 
Once mechanistic responses of biota to the environment are isolated, it is important as a next step 
to include biotic interactions in experiments or observations to better understand how the  
ecosystem functions a whole. An animal may change their behavior the depending on the 
community composition. For example the presence of the burrowing crab Chasmagnathus 
granulatus increases the bioturbation intensity of the deposit-feeding polychaete Laeonereis acuta 
because the crab activity causes organic matter to increase within its burrows which is beneficial 
for the polychaete (Palomo et al. 2003). In addition, biotic interactions may change the response 
of an organism to a stressor. For example, the erodibility of C. edule at the sediment’s surface 
changes depending on their density (Anta et al. 2013), and so density-dependent processes may 
change C. edule’s vulnerability to storm-induced erosion. Because biotic processes can change the 
way animals respond to their environment, it would be a logical next step to explore these in the 
context of the responses that I uncovered in this thesis. Investigating whether the vulnerability of 
benthic macrofauna to storm erosion changes depending on the presence of other animals would 
be very interesting to explore. 
 

Scaling	up	disturbances	and	biotic	responses	
 
One must consider the scale of both a disturbance and the response if one wants to obtain a 
meaningful understanding of abiotic-biotic interactions. In this next section, I will only discuss 
scale in terms of spatial scale. While temporal scale is also important to consider, it is outside the 
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scope of this thesis. At different spatial scales, the environmental variables which are important in 
driving macrobenthos community assemblages will change, and this is also true for disturbances. 
 
The biotic response to a disturbance will change depending on the spatial scale of the impact. 
Storms have the potential to impact one to hundreds of kilometers (Zajac et al. 1998). This spatial 
scale of impact is several orders of magnitude larger than the one I used in Chapter 3 & 4 flume 
experiments: a 10 cm wide pot. In addition, spatial scale of storm impact is very unpredictable and 
can change dramatically on the order of hundreds of meters (de Vet et al. 2020). The recovery 
process for a C. edule population will be very different after a storm that causes a local extinction 
in 5 m2 area, vs. one that causes a local extinction in a 50 m2 area, because the recolonization 
potential is much larger for a small area than for a big area. Because biotic response to a disturbance 
will change depending on the scale of the disturbance, it will be important to be better able to 
predict the spatial scales of storms to better project the biotic responses that I uncovered in this 
thesis.  
 
In addition, the effect of a disturbance may have a different direction depending on the scale. In 
Chapter 5, I analyzed the effects of engineering measures which impact two tidal flats. While we 
saw a positive response of the biota to the creation of low-dynamic habitat, the implementation of 
groins en masse across the basin could have a negative response to the estuary overall, by 
steepening the main channel of the Western Scheldt (Luan et al. 2018), which could restrict habitat 
for benthic macrofauna and have long-term negative effects (Cozzoli et al. 2017). In addition, the 
masse implementation of low-dynamic habitat restoration could homogenize habitat, leading to 
similar benthic macrofauna communities, which could decrease ecosystem-scale resilience on the 
whole estuary (Ellingsen et al. 2007). And so again, it is important to consider how the biotic 
response changes depending on the scale of impact.  
 

Future outlook: how do we increase the resilience of intertidal 
ecosystems against a more extreme climate?  
 

Ecosystem	resilience	stems	from	biodiversity	and	functional	redundancy	
 
In this thesis, I examined the response of benthic macrofauna to extreme and/or disturbed sediment 
conditions. The response of a species or individual indicates how resilient it may be to a certain 
stressors or disturbances. While specific traits and behaviors can confer resilience (the ability to 
resist and recover from stress) onto an individual or population against a disturbance, I wondered 
how the concept of resilience is transferred from individual to ecosystem. Though the origins of 
ecosystem resilience have been long debated, it is widely accepted that functional redundancy 
within biotic assemblages is a key contributor. At an ecosystem level, resilience is largely 
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conferred by species richness (Yachi & Loreau 1999), and more recently, by functional 
redundancy (Oliver et al. 2015). Besides providing functional redundancy, high biodiversity has a 
stabilizing effect on ecosystems faced with disturbances because asynchrony in the response of 
species to disturbances, regardless of their function (Loreau & de Mazancourt 2013).  
 
An ecosystem will have greater resilience if it contains multiple species which perform the same 
function. For example, in Chapter 3, I consider the theoretical competition between C. edule and 
R. philippinarum. The two species are functionally similar: the two are filter-feeding bivalves that 
live at similar depths (Zwarts & Wanink 1989, Lee 1996). Because R. philippinarum has a greater 
tolerance for heat than C. edule, even though it may be more vulnerable to storms in the future 
than C. edule, perhaps a much warmer environment in the Scheldt means that R. philippinarum 
may take over C. edule’s niche. From an ecosystem perspective, the replacement of one species 
by another may mean that, on a population level, C. edule was less resilient than R. philippinarum, 
but the ecosystem was resilient overall because it retained a species that performed a similar 
function C. edule. However, if the stressors become too great, an ecosystem might lose this 
functional group (filter-feeding bivalves) altogether. But all in all, an ecosystem with both C. edule 
and R. philippinarum would be more resilient than one with only C. edule, because, as I show in 
Chapter 3, the two species have different tolerances and strategies to cope with extreme 
disturbances. And so, biodiversity and species with functional redundancy is something to promote 
within an ecosystem to increase its resilience against environmental disturbances. From a 
resilience perspective, having invasive species like R. philippinarum enter the Scheldt can be seen 
as a blessing in disguise, especially if it coexists with species with similar functions, like C. edule.  
 

To	increase	resilience	of	intertidal	benthic	macrofauna,	we	need	greater	habitat	
quantity,	connectivity,	and	heterogeneity.	
 
An individual’s environment greatly affects its resilience. Unsuitable habitat induces stress in an 
animals and cumulative environmental stressors decrease an animal’s ability to tolerate 
environmental disturbances. For example, C. edule’s ability to recover from heat stress was 
weakened when living in salinities outside of its preferred range (Zhou et al, submitted). On the 
other hand, living on the edge of one’s niche can induce physiological adjustments to stressful 
conditions which may be an advantage for climate change. For example, seagrass populations 
living on the edge of their temperature niche may be more tolerant of warming temperatures than 
seagrass in more suitable conditions due to their local adaptations to higher temperatures (DuBois 
et al. 2022).  
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Figure 2: Schematic of how habitat quantity, connectivity, and heterogeneity improve the resilience of the 
macrobenthic community by promoting species diversity and functional redundancy. Each of the three axes 
builds upon the previous one, starting at the bottom left corner (low habitat quantity, connectivity, and 
heterogeneity). In each habitat hexagon, I place species that are commonly found together in the Scheldt 
intertidal (silhouettes from www.phylopic.org). The colors of the macrobenthic invertebrates indicate their 
broad taxonomic group: crustaceans (orange), bivalves (green), polychaetes (purple). The closer the species 
are together in color, the more similar their function. For example, though S. plana is larger and lives deeper 
than M. balthica, both species are slow moving, deposit feeding bivalves, and perform similar bioturbation 
functions (see Chapter 2 for more details on bioturbation modes). 
 
Just as the environment affects an individual’s resilience, it also affects the resilience of an 
ecosystem. Because my thesis dealt with the manipulation of benthic macrofauna’s sedimentary 
habitat to induce a (often negative) response in individuals (in a small-scale experimental setting 
in Chapters 2, 3, and 4; and in a large-scale experimental setting in Chapter 5), I thought it would 
be appropriate to end this thesis by considering how we can manipulate intertidal habitat on a 
large-scale to induce a positive response in intertidal benthic macrofauna. Specifically, I wanted 
to discuss three habitat attributes that we can manipulate on a landscape scale to increase the 
resilience of intertidal benthic macrofauna assemblages: quantity, connectivity, and heterogeneity. 
 
(High-quality) habitat quantity 
 
First, and probably most obviously, to increase the resilience of benthic intertidal communities, 
one must increase the quantity of available, high-quality habitat. Habitat degradation (decrease in 
habitat quality) and habitat loss greatly weakens ecosystems, and in particular reduces species 
richness (de Juan & Hewitt 2011), which negatively impacts functional redundancy (Maure et al. 
2018). When discussing increasing habitat availability, quantity and quality go hand in hand. 
Habitat quality is challenging to define as the suitability of the habitat will change species to 
species. Hall et al. (1997) define habitat quality as the ability of the environment to provide 
conditions appropriate for individual and population persistence. For example, high 
hydrodynamics provide low-quality habitat for certain bivalve species as high-dynamic conditions 
impede their ability to recruit (Bouma et al. 2001). Indeed, as I found in Chapter 4, extreme 
incidence of storms may lead to local extinction of vulnerable slow-moving bivalves, rendering 
wave-exposed, high-dynamic locations unsuitable for these species. Furthermore, the quality of a 
habitat will change species to species, which makes it difficult to assess. In Chapter 5, I concluded 
that the restoration measures increased the habitat quality in the area between the groins at 
Buitendijks as we observed a big increase in the biomass of benthic macrofauna, with the caveat 
that habitat quality was increased only for the animals that were particularly suited to low-dynamic 
conditions.  
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Increasing the extent of high-quality intertidal habitat means increasing the overall animal reserves 
to facilitate the recovery of collapsed local populations. Increasing habitat quantity can also 
promote the spatial spread of a species and its overall abundances. If a species is spatially 
widespread, it will have an easier time recolonizing after a small-scale disturbance (Greenfield et 
al. 2016). Finally, increasing high-quality habitat availability will also increase habitat 
connectivity, the second ingredient in making intertidal benthic macrofauna more resilient.  
 
Habitat connectivity 
 
Habitat fragmentation decreases species richness (Goodsell & Connell 2002). In addition, spatial 
connectivity is important for facilitating recovery and recolonization after a disturbance. Because 
most benthic species have a pelagic larval phase, connectivity between populations is ensured 
through pelagic dispersal. The degree to which the population of benthic macrofauna self-recruits 
or is supplied by outside areas can regulate population persistence (Cowen & Sponaugle 2009). 
Species with high fecundity or larval tidal transport lead to short recovery times after disturbances 
(Giménez et al. 2020). For example, a sea star with a pelagic larval phase, Pisaster ochraceus, had 
a much higher dispersal potential and recolonized a disturbed 100 kilometer-wide area within a 
year, whereas Leptasterias aequalis, a sea star without a pelagic larval phase, failed to return to 
the area after three years (Schiebelhut et al. 2022). Thus, maintaining populations of species which 
have lower dispersal potential will require higher habitat connectivity, either through corridors or 
the removal of physical barriers. Finally, connectivity changes depending on the scale of 
examination (Wiens 1989). For example, local populations within a tidal flat may be open and 
exchanging individuals and recruits, but a tidal basin may be closed from the landscape’s 
metapopulation if the basin inlet is too small. Understanding how connectivity to a restored habitat 
is facilitated or halted by marine currents (Cowen & Sponaugle 2009) will be important for 
increasing overall ecosystem resilience, and should be taken into account during large-scale 
restoration planning.  
 
Habitat heterogeneity 
 
And lastly, habitat heterogeneity has long been theorized to increase biodiversity (MacArthur & 
Wilson 1967, Hewitt et al. 2005), because a heterogeneous landscape supports a wider variety 
species, especially at the landscape scale (Goodsell & Connell 2002). Habitat heterogeneity buffers 
against climate change because different habitats will be differently impacted by disturbances. I 
discussed in Chapter 3 and 4 that exposed, high-dynamic habitat may be more vulnerable to stormy 
conditions than sheltered, low-dynamic habitat. However, perhaps exposed, high-dynamic habitat 
may be less vulnerable to other disturbances, like hypoxia, because of greater water mixing than 
in low-dynamic waters (Lin et al. 2006). Finally, a heterogeneous landscape increases the 
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likelihood of containing refugia, which will be necessary to help the survival of individuals during 
disturbances. For example, shaded microhabitat can found to help mussels survive in the intertidal 
during a hot summer (Li et al. 2021) which can contribute to populations persistence (Han et al. 
2020).  
 

Conclusion	
 
Benthic macrofauna are well-suited to their environment, which means that they are well-suited to 
high variability in their habitat. Perhaps this means that in a more extreme climactic future, benthic 
macrofauna will be more resilient than other types of species assemblages in environments which 
are less naturally variable. And so, maybe we ought to be optimistic about the future of benthic 
macrofauna in tidal flats. But whether or not that is the case, we can increase the resilience of 
benthic macrofauna, and the intertidal ecosystem, to future climactic extremes by manipulative 
expansion of their habitat (i.e. through restoration projects). To increase their resilience, we must 
focus on increasing the amount of heterogeneous, interconnected habitat available to intertidal 
benthic macrofauna. However, sea level rise and anthropogenic activity are a threat to the most 
basic of all resilience requirements: habitat quantity. This emphasizes the need for protection and 
restoration efforts can counterbalance these impacts. Such efforts will greatly help to increase the 
resilience of intertidal benthic macrofauna in a more climactically extreme future, as long as these 
are applied in judicious and committed manner.  



 

 



References 

 135 

References	
 
Aberson MJR, Bolam SG, Hughes RG (2011) The dispersal and colonisation behaviour of the 

marine polychaete Nereis diversicolor (O. F. Müller) in south-east England. 
Hydrobiologia 672:3–14. 

 
Alexander RR, Stanton RJ, Dodd JR (1993) Influence of Sediment Grain Size on the Burrowing 

of Bivalves: Correlation with Distribution and Stratigraphic Persistence of Selected 
Neogene Clams. PALAIOS 8:289–303. 

 
Aller R, Aller J (1998) The effect of biogenic irrigation intensity and solute exchange on 

diagenetic reaction rates in marine sediments. Journal of Marine Research 56:905–936. 
 
Aller RC (1994) Bioturbation and remineralization of sedimentary organic matter: effects of 

redox oscillation. Chemical Geology 114:331–345. 
 
Andersen TJ, Lund-Hansen LC, Pejrup M, Jensen KT, Mouritsen KN (2005) Biologically 

induced differences in erodibility and aggregation of subtidal and intertidal sediments: a 
possible cause for seasonal changes in sediment deposition. Journal of Marine Systems 
55:123–138. 

 
Anta J, Peña E, Puertas J, Cea L (2013) A bedload transport equation for the Cerastoderma edule 

cockle. Journal of Marine Systems 111–112:189–195. 
 
Balke T, Bouma T, Horstman E, Webb E, Erftemeijer P, Herman P (2011) Windows of 

opportunity: thresholds to mangrove seedling establishment on tidal flats. Mar Ecol Prog 
Ser 440:1–9. 

 
Barbier EB, Hacker SD, Kennedy C, Koch EW, Stier AC, Silliman BR (2011) The value of 

estuarine and coastal ecosystem services. Ecological Monographs 81:169–193. 
 
Barry J (1989) Reproductive response of a marine annelid to winter storms: an analog to fire 

adaptation in plants? Mar Ecol Prog Ser 54:99–107. 
 
Bates AE, McKelvie CM, Sorte CJB, Morley SA, Jones NAR, Mondon JA, Bird TJ, Quinn G 

(2013) Geographical range, heat tolerance and invasion success in aquatic species. 
Proceedings of the Royal Society B: Biological Sciences 280:20131958. 

 



References 

 136 

Beauchard O, Jacobs S, Ysebaert T, Meire P (2013) Sediment macroinvertebrate community 
functioning in impacted and newly-created tidal freshwater habitats. Estuarine, Coastal 
and Shelf Science 120:21–32. 

 
van Belzen J, Fivash GS, Hu Z, Bouma TJ, Herman PMJ (2022) A probabilistic framework for 

windows of opportunity: the role of temporal variability in critical transitions. J R Soc 
Interface 19:20220041. 

 
Bennett AC, McDowell NG, Allen CD, Anderson-Teixeira KJ (2015) Larger trees suffer most 

during drought in forests worldwide. Nature Plants 1:15139. 
 
Beukema J, Dekker R (2014) Variability in predator abundance links winter temperatures and 

bivalve recruitment: correlative evidence from long-term data in a tidal flat. Mar Ecol 
Prog Ser 513:1–15. 

 
Beukema JJ, Dekker R, Drent J (2017) Dynamics of a Limecola (Macoma) balthica population in 

a tidal flat area in the western Wadden Sea: effects of declining survival and recruitment. 
Helgol Mar Res 71:18. 

 
Beukema JJ, Dekker R, Essink K, Michaelis H (2001) Synchronized reproductive success of the 

main bivalve species in the Wadden Sea: causes and consequences. Marine Ecology 
Progress Series 211:143–155. 

 
Bidegain G, Juanes JA (2013) Does expansion of the introduced Manila clam Ruditapes 

philippinarum cause competitive displacement of the European native clam Ruditapes 
decussatus? Journal of Experimental Marine Biology and Ecology 445:44–52. 

 
Bielen A, Bošnjak I, Sepčić K, Jaklič M, Cvitanić M, Lušić J, Lajtner J, Simčič T, Hudina S 

(2016) Differences in tolerance to anthropogenic stress between invasive and native 
bivalves. Science of The Total Environment 543:449–459. 

 
Bocher P, Robin F, Kojadinovic J, Delaporte P, Rousseau P, Dupuy C, Bustamante P (2014) 

Trophic resource partitioning within a shorebird community feeding on intertidal mudflat 
habitats. Journal of Sea Research 92:115–124. 

 
Bokuniewicz HJ, Gordon RB, Rhoads DC (1975) Mechanical properties of the sediment—water 

interface. Marine Geology 18:263–278. 
 



References 

 137 

Botsford LW, Holland MD, Field JC, Hastings A (2014) Cohort resonance: a significant 
component of fluctuations in recruitment, egg production, and catch of fished 
populations. ICES Journal of Marine Science 71:2158–2170. 

 
Boudreau BP (1986a) Mathematics of tracer mixing in sediments; I, Spatially-dependent, 

diffusive mixing. American Journal of Science 286:161–198. 
 
Boudreau BP (1986b) Mathematics of tracer mixing in sediments; II, Nonlocal mixing and 

biological conveyor-belt phenomena. American Journal of Science 286:199–238. 
 
Bouma H, Duiker JMC, de Vries PP, Herman PMJ, Wolff WJ (2001) Spatial pattern of early 

recruitment of Macoma balthica (L.) and Cerastoderma edule (L.) in relation to sediment 
dynamics on a highly dynamic intertidal sand. Journal of Sea Research. 

 
Bouma TJ, Olenin S, Reise K, Ysebaert T (2009) Ecosystem engineering and biodiversity in 

coastal sediments: posing hypotheses. Helgoland Marine Research 63:95–106. 
 
Braeckman U, Foshtomi MY, Van Gansbeke D, Meysman F, Soetaert K, Vincx M, Vanaverbeke 

J (2014) Variable importance of macrofaunal functional biodiversity for biogeochemical 
cycling in temperate coastal sediments. Ecosystems 17:720–737. 

 
Brusà RB, Cacciatore F, Ponis E, Molin E, Delaney E (2013) Clam culture in the Venice lagoon: 

stock assessment of Manila clam ( Venerupis philippinarum ) populations at a nursery 
site and management proposals to increase clam farming sustainability. Aquat Living 
Resour 26:1–10. 

 
Cadée GC (2016) Rolling Cockles: Shell Abrasion and Repair in a Living Bivalve Cerastoderma 

edule L. Ichnos 23:180–188. 
 
Calderó-Pascual M, de Eyto E, Jennings E, Dillane M, Andersen MR, Kelly S, Wilson HL, 

McCarthy V (2020) Effects of Consecutive Extreme Weather Events on a Temperate 
Dystrophic Lake: A Detailed Insight into Physical, Chemical and Biological Responses. 
Water 12:1411. 

 
Cao H, Zhu Z, Balke T, Zhang L, Bouma TJ (2018) Effects of sediment disturbance regimes on 

Spartina seedling establishment: Implications for salt marsh creation and restoration: 
Sediment dynamics affect seedling establishment. Limnology and Oceanography 63:647–
659. 

 



References 

 138 

Carnell PE, Keough MJ (2020) More severe disturbance regimes drive the shift of a kelp forest 
to a sea urchin barren in south-eastern Australia. Sci Rep 10:11272. 

 
Chase JM, Abrams PA, Grover JP, Diehl S, Chesson P, Holt RD, Richards SA, Nisbet RM, Case 

TJ (2002) The interaction between predation and competition: a review and synthesis. 
Ecol Letters 5:302–315. 

 
Chattopadhyay D, Rathie A, Das A (2013) The effect of morphology on postmortem 

transportation of bivalves and its taphonomic implications. PALAIOS 28:203–209. 
 
Compton TJ, Holthuijsen S, Koolhaas A, Dekinga A, ten Horn J, Smith J, Galama Y, Brugge M, 

van der Wal D, van der Meer J, van der Veer HW, Piersma T (2013) Distinctly variable 
mudscapes: Distribution gradients of intertidal macrofauna across the Dutch Wadden 
Sea. Journal of Sea Research 82:103–116. 

 
Connell JH, Hughes TP, Wallace CC (1997) A 30-Year Study of Coral Abundance, Recruitment, 

and Disturbance at Several Scales in Space and Time. Ecological Monographs 67:461–
488. 

 
Corte GN, Schlacher TA, Checon HH, Barboza CAM, Siegle E, Coleman RA, Amaral ACZ 

(2017) Storm effects on intertidal invertebrates: increased beta diversity of few 
individuals and species. PeerJ 5:e3360. 

 
Cowen RK, Sponaugle S (2009) Larval Dispersal and Marine Population Connectivity. Annu 

Rev Mar Sci 1:443–466. 
 
Cozzoli F, Bouma T, Ysebaert T, Herman P (2013) Application of non-linear quantile regression 

to macrozoobenthic species distribution modelling: comparing two contrasting basins. 
Mar Ecol Prog Ser 475:119–133. 

 
Cozzoli F, Bouma TJ, Ottolander P, Lluch MS, Ysebaert T, Herman PMJ (2018) The combined 

influence of body size and density on cohesive sediment resuspension by bioturbators. 
Scientific Reports 8. 

 
Cozzoli F, Eelkema M, Bouma TJ, Ysebaert T, Escaravage V, Herman PMJ (2014) A Mixed 

Modeling Approach to Predict the Effect of Environmental Modification on Species 
Distributions. PLoS ONE 9:e89131. 

 



References 

 139 

Cozzoli F, Shokri M, Gomes da Conceição T, Herman PMJ, Hu Z, Soissons LM, Van Dalen J, 
Ysebaert T, Bouma TJ (2021) Modelling spatial and temporal patterns in bioturbator 
effects on sediment resuspension: A biophysical metabolic approach. Science of The 
Total Environment 792:148215. 

 
Cozzoli F, Smolders S, Eelkema M, Ysebaert T, Escaravage V, Temmerman S, Meire P, Herman 

PMJ, Bouma TJ (2017) A modeling approach to assess coastal management effects on 
benthic habitat quality: A case study on coastal defense and navigability. Estuarine, 
Coastal and Shelf Science 184:67–82. 

 
Crane RL, Merz RA (2017) Mechanical properties of sediment determine burrowing success and 

influence distribution of two lugworm species. Journal of Experimental Biology 
220:3248–3259. 

 
Dale J, Cundy AB, Spencer KL, Carr SJ, Croudace IW, Burgess HM, Nash DJ (2019) Sediment 

structure and physicochemical changes following tidal inundation at a large open coast 
managed realignment site. Science of The Total Environment 660:1419–1432. 

 
De Backer A, Van Colen C, Vincx M, Degraer S (2010) The role of biophysical interactions 

within the ijzermonding tidal flat sediment dynamics. Continental Shelf Research 
30:1166–1179. 

 
De Roos AM, Persson L (2002) Size-dependent life-history traits promote catastrophic collapses 

of top predators. Proc Natl Acad Sci USA 99:12907–12912. 
 
Dias MP, Granadeiro JP, Martins RC, Palmeirim JM (2006) Estimating the use of tidal flats by 

waders: inaccuracies due to the response of birds to the tidal cycle. Bird Study 53:32–38. 
 
Diez JM, D’Antonio CM, Dukes JS, Grosholz ED, Olden JD, Sorte CJ, Blumenthal DM, Bradley 

BA, Early R, Ibáñez I, Jones SJ, Lawler JJ, Miller LP (2012) Will extreme climatic 
events facilitate biological invasions? Frontiers in Ecology and the Environment 10:249–
257. 

 
Ding H, Pretzsch H, Schütze G, Rötzer T (2017) Size-dependence of tree growth response to 

drought for Norway spruce and European beech individuals in monospecific and mixed-
species stands. Plant Biology 19:709–719. 

 
Dobbs F, Vozarik J (1983) Immediate effects of a storm on coastal infauna. Mar Ecol Prog Ser 

11:273–279. 



References 

 140 

 
Domínguez R, Vázquez E, Smallegange IM, Woodin SA, Wethey DS, Peteiro LG, Olabarria C 

(2021) Predation risk increases in estuarine bivalves stressed by low salinity. Mar Biol 
168:132. 

 
Donadi S, Eriksson BK, Lettmann KA, Hodapp D, Wolff J-O, Hillebrand H (2015) The body-

size structure of macrobenthos changes predictably along gradients of hydrodynamic 
stress and organic enrichment. Mar Biol 162:675–685. 

 
Donahue M (2004) Size-dependent competition in a gregarious porcelain crab Petrolisthes 

cinctipes (Anomura: Porcellanidae). Mar Ecol Prog Ser 267:219–231. 
 
Dorai-Raj S (2014) Binom: Binomial Confidence Intervals For Several Parameterizations. 
 
Dorgan KM (2015) The biomechanics of burrowing and boring. Journal of Experimental 

Biology 218:176–183. 
 
Dowd M, Grant J, Lu L (2014) Predictive modeling of marine benthic macrofauna and its use to 

inform spatial monitoring design. Ecological Applications 24:862–876. 
 
DuBois K, Pollard KN, Kauffman BJ, Williams SL, Stachowicz JJ (2022) Local adaptation in a 

marine foundation species: Implications for resilience to future global change. Global 
Change Biology 28:2596–2610. 

 
Dutertre M, Hamon D, Chevalier C, Ehrhold A (2013) The use of the relationships between 

environmental factors and benthic macrofaunal distribution in the establishment of a 
baseline for coastal management. ICES Journal of Marine Science 70:294–308. 

 
Dyer KR, Christie MC, Wright EW (2000) The classification of intertidal mudflats. Continental 

Shelf Research 20:1039–1060. 
 
Eggleton FE (1939) Fresh-water communities. American Midland Naturalist 21:56–74. 
 
Ellingsen KE, Hewitt JE, Thrush SF (2007) Rare species, habitat diversity and functional 

redundancy in marine benthos. Journal of Sea Research 58:291–301. 
 
Elliott M, Burdon D, Hemingway KL, Apitz SE (2007) Estuarine, coastal and marine ecosystem 

restoration: confusing management and science–a revision of concepts. Estuarine, 
Coastal and Shelf Science 74:349–366. 



References 

 141 

 
Elliott M, Mander L, Mazik K, Simenstad C, Valesini F, Whitfield A, Wolanski E (2016) 

Ecoengineering with ecohydrology: successes and failures in estuarine restoration. 
Estuarine, Coastal and Shelf Science 176:12–35. 

 
Ellis JI, Norkko A, Thrush SF (2000) Broad-scale disturbance of intertidal and shallow 

sublittoral soft-sediment habitats; effects on the benthic macrofauna. Journal of Aquatic 
Ecosystem Stress and Recovery 7:57–74. 

 
Ens BJ, Bunskoeke AEJ, Hoekstra R (1997) Prey choice and search speed: why simple 

optimality fails to explain the prey choice of oystercatchers Haematopus ostralegus 
feeding on Nereis diversicolor and Macoma balthica. Oceanographic Literature Review 
9:1018. 

 
Fan D, Guo Y, Wang P, Shi JZ (2006) Cross-shore variations in morphodynamic processes of an 

open-coast mudflat in the Changjiang Delta, China: With an emphasis on storm impacts. 
Continental Shelf Research 26:517–538. 

 
Flynn AM, Smee DL (2010) Behavioral plasticity of the soft-shell clam, Mya arenaria (L.), in 

the presence of predators increases survival in the field. Journal of Experimental Marine 
Biology and Ecology 383:32–38. 

 
Foekema EM, Cuperus J, van der Weide BE (2014) Risk assessment of alien species found in 

and around the oyster basins of Yerseke. IMARES. 
 
Folke C, Carpenter S, Walker B, Scheffer M, Elmqvist T, Gunderson L, Holling CS (2004) 

Regime Shifts, Resilience, and Biodiversity in Ecosystem Management. Annu Rev Ecol 
Evol Syst 35:557–581. 

 
de Fouw J, van der Zee EM, van Gils JA, Eriksson BK, Weerman EJ, Donadi S, van der Veer 

HW, Olff H, Piersma T, van der Heide T (2020) The interactive role of predation, 
competition and habitat conditions in structuring an intertidal bivalve population. Journal 
of Experimental Marine Biology and Ecology 523:151267. 

 
French PW (2006) Managed realignment–the developing story of a comparatively new approach 

to soft engineering. Estuarine, Coastal and Shelf Science 67:409–423. 
 



References 

 142 

Garbutt RA, Reading CJ, Wolters M, Gray AJ, Rothery P (2006) Monitoring the development of 
intertidal habitats on former agricultural land after the managed realignment of coastal 
defences at Tollesbury, Essex, UK. Marine pollution bulletin 53:155–164. 

 
Gérino M, Stora G, François-Carcaillet F, Gilbert F, Poggiale J-C, Mermillod-Blondin F, 

Desrosiers G, Vervier P (2003) Macro-invertebrate functional groups in freshwater and 
marine sediments: a common mechanistic classification. Vie et Milieu/Life & 
Environment:221–231. 

 
Gerwing TG, Allen Gerwing AM, Macdonald T, Cox K, Juanes F, Dudas SE (2017) Intertidal 

soft-sediment community does not respond to disturbance as postulated by the 
intermediate disturbance hypothesis. Journal of Sea Research 129:22–28. 

 
Gilbert MA (1973) Growth Rate, Longevity and Maximum Size of Macoma balthica (L.). 

Biological Bulletin 145:119–126. 
 
Giménez L, Robins P, Jenkins SR (2020) Role of trait combinations, habitat matrix, and network 

topology in metapopulation recovery from regional extinction. Limnology and 
Oceanography 65:775–789. 

 
Gladstone-Gallagher RV, Pilditch CA, Stephenson F, Thrush SF (2019) Linking Traits across 

Ecological Scales Determines Functional Resilience. Trends in Ecology & Evolution 
34:1080–1091. 

 
Goodsell P, Connell S (2002) Can habitat loss be treated independently of habitat configuration? 

Implications for rare and common taxa in fragmented landscapes. Mar Ecol Prog Ser 
239:37–44. 

 
Grabowski RC, Droppo IG, Wharton G (2011) Erodibility of cohesive sediment: The importance 

of sediment properties. Earth-Science Reviews 105:101–120. 
 
Gray JS, Elliott M (2009) Ecology of marine sediments: from science to management. Oxford 

University Press. 
 
Greenfield B, Kraan C, Pilditch C, Thrush S (2016) Mapping functional groups can provide 

insight into ecosystem functioning and potential resilience of intertidal sandflats. Mar 
Ecol Prog Ser 548:1–10. 

 



References 

 143 

Griffiths CL, Richardson CA (2006) Chemically induced predator avoidance behaviour in the 
burrowing bivalve Macoma balthica. Journal of Experimental Marine Biology and 
Ecology 331:91–98. 

 
Haider F, Timm S, Bruhns T, Noor MN, Sokolova IM (2020) Effects of prolonged food 

limitation on energy metabolism and burrowing activity of an infaunal marine bivalve, 
Mya arenaria. Comparative Biochemistry and Physiology Part A: Molecular & 
Integrative Physiology 250:110780. 

 
Hall LS, Krausman PR, Morrison ML (1997) The Habitat Concept and a Plea for Standard 

Terminology. Wildlife Society Bulletin 25:173–182. 
 
Han G, Wang W, Dong Y (2020) Effects of balancing selection and microhabitat temperature 

variations on heat tolerance of the intertidal black mussel Septifer virgatus. Integrative 
Zoology 15:416–427. 

 
Harley CDG, Randall Hughes A, Hultgren KM, Miner BG, Sorte CJB, Thornber CS, Rodriguez 

LF, Tomanek L, Williams SL (2006) The impacts of climate change in coastal marine 
systems: Climate change in coastal marine systems. Ecology Letters 9:228–241. 

 
Harris RJ, Pilditch CA, Greenfield BL, Moon V, Kröncke I (2016) The Influence of Benthic 

Macrofauna on the Erodibility of Intertidal Sediments with Varying mud Content in 
Three New Zealand Estuaries. Estuaries and Coasts 39:815–828. 

 
Hewitt JE, Thrush SF, Halliday J, Duffy C (2005) The Importance of Small-Scale Habitat 

Structure for Maintaining Beta Diversity. Ecology 86:1619–1626. 
 
Hiddink J, Wolff W (2002) Changes in distribution and decrease in numbers during migration of 

the bivalve Macoma balthica. Mar Ecol Prog Ser 233:117–130. 
 
Hiddink JG, Marijnissen SAE, Troost K, Wolff WJ (2002) Predation on 0-group and older year 

classes of the bivalve Macoma balthica: interaction of size selection and intertidal 
distribution of epibenthic predators. Journal of Experimental Marine Biology and 
Ecology 269:223–248. 

 
Ho SS, Bond NR, Thompson RM (2013) Does seasonal flooding give a native species an edge 

over a global invader? Freshwater Biology 58:159–170. 
 



References 

 144 

Hobbs RJ, Huenneke LF (1992) Disturbance, Diversity, and Invasion: Implications for 
Conservation. Conservation Biology. 

 
Holling CS (1973) Resilience and stability of ecological systems. Annual Review of Ecology and 

Systematics 4:1–23. 
 
Holmgren M, Hirota M, van Nes EH, Scheffer M (2013) Effects of interannual climate 

variability on tropical tree cover. Nature Clim Change 3:755–758. 
 
Holzhauer H, Borsje BW, Herman PMJ, Schipper CA, Wijnberg KM (2022) The 

geomorphology of an ebb-tidal-delta linked to benthic species distribution and 
functionality. Ocean & Coastal Management 216:105938. 

 
Horn S, Schwemmer P, Mercker M, Enners L, Asmus R, Garthe S, Asmus H (2020) Species 

composition of foraging birds in association with benthic fauna in four intertidal habitats 
of the Wadden Sea. Estuarine, Coastal and Shelf Science 233:106537. 

 
Hu Z, van Belzen J, van der Wal D, Balke T, Wang ZB, Stive M, Bouma TJ (2015) Windows of 

opportunity for salt marsh vegetation establishment on bare tidal flats: The importance of 
temporal and spatial variability in hydrodynamic forcing: windows of opportunity for salt 
marsh. J Geophys Res Biogeosci 120:1450–1469. 

 
Hu Z, van der Wal D, Cai H, van Belzen J, Bouma TJ (2018) Dynamic equilibrium behaviour 

observed on two contrasting tidal flats from daily monitoring of bed-level changes. 
Geomorphology 311:114–126. 

 
Hu Z, Willemsen PWJM, Borsje BW, Wang C, Wang H, van der Wal D, Zhu Z, Oteman B, Vuik 

V, Evans B, Möller I, Belliard J-P, Van Braeckel A, Temmerman S, Bouma TJ (2020) 
High resolution bed level change and synchronized biophysical data from 10 tidal flats in 
northwestern Europe. Biosphere – Biogeosciences. 

 
Hu Z, Yao P, van der Wal D, Bouma TJ (2017) Patterns and drivers of daily bed-level dynamics 

on two tidal flats with contrasting wave exposure. Sci Rep 7:7088. 
 
Hughes TP, Tanner JE (2000) Recruitment Failure, Life Histories, and Long-Term Decline of 

Caribbean Corals. Ecology 81:2250–2263. 
 
Hunt HL (2004) Transport of juvenile clams: effects of species and sediment grain size. Journal 

of Experimental Marine Biology and Ecology 312:271–284. 



References 

 145 

 
Hunt HL, Pilditch CA, Gladstone-Gallagher RV, Lundquist CJ (2020) Spatial and temporal 

variation in the dispersal of clam populations on intertidal flats. Journal of Experimental 
Marine Biology and Ecology 524:151291. 

 
Huston MA (2014) Disturbance, productivity, and species diversity: empiricism vs. logic in 

ecological theory. Ecology 95:2382–2396. 
 
Jensen AC, Humphreys J, Caldow RWG, Grisley C, Dyrynda PEJ (2004) Naturalization of the 

Manila clam ( Tapes philippinarum ), an alien species, and establishment of a clam 
fishery within Poole Harbour, Dorset. J Mar Biol Ass 84:1069–1073. 

 
Jentsch A, Kreyling J, Beierkuhnlein C (2007) A new generation of climate-change experiments: 

events, not trends. Frontiers in Ecology and the Environment 5:365–374. 
 
Joensuu M, Pilditch CA, Harris R, Hietanen S, Pettersson H, Norkko A (2018) Sediment 

properties, biota, and local habitat structure explain variation in the erodibility of coastal 
sediments. Limnology and Oceanography 63:173–186. 

 
Jones CG, Lawton JH, Shachak M (1997) Positive and negative effects of organisms as physical 

ecosystem engineers. Ecology 78:1946–1957. 
 
de Juan S, Hewitt J (2011) Relative importance of local biotic and environmental factors versus 

regional factors in driving macrobenthic species richness in intertidal areas. Mar Ecol 
Prog Ser 423:117–129. 

 
de Juan S, Thrush S, Hewitt J, Halliday J, Lohrer A (2014) Cumulative degradation in estuaries: 

contribution of individual species to community recovery. Marine Ecology Progress 
Series 510:25–38. 

 
Koch EW, Barbier EB, Silliman BR, Reed DJ, Perillo GM, Hacker SD, Granek EF, Primavera 

JH, Muthiga N, Polasky S, Halpern BS, Kennedy CJ, Kappel CV, Wolanski E (2009) 
Non-linearity in ecosystem services: temporal and spatial variability in coastal protection. 
Frontiers in Ecology and the Environment 7:29–37. 

 
Kraan C, Aarts G, Piersma T, Dormann CF (2013) Temporal variability of ecological niches: a 

study on intertidal macrobenthic fauna. Oikos 122:754–760. 
 



References 

 146 

Kristensen E (1988) Benthic fauna and biogeochemical processes in marine sediments: microbial 
activities and fluxes. Nitrogen cycling in coastal marine environments:275–299. 

 
Kristensen E, Neto JM, Lundkvist M, Frederiksen L, Pardal MÂ, Valdemarsen T, Flindt MR 

(2013) Influence of benthic macroinvertebrates on the erodability of estuarine cohesive 
sediments: Density- and biomass-specific responses. Estuarine, Coastal and Shelf Science 
134:80–87. 

 
Kristensen E, Penha-Lopes G, Delefosse M, Valdemarsen T, Quintana CO, Banta GT (2012) 

What is bioturbation? The need for a precise definition for fauna in aquatic sciences. 
Marine ecology progress series 446:285–302. 

 
Kurihara T (2003) Adaptations of subtropical Venus clams to predation and desiccation: 

endurance of Gafrarium tumidum and avoidance of Ruditapes variegatus. Marine 
Biology 143:1117–1125. 

 
van de Lageweg WI, de Paiva JNS, de Vet PLM, van der Werf JJ, de Louw PGB, Walles B, 

Bouma TJ, Ysebaert TJW (2019) Perkpolder tidal restauration: final report. Center of 
expertise delta technology, the Netherlands. 

 
Lake PS (2003) Ecological effects of perturbation by drought in flowing water. Freshw 

Biol:1161–1172. 
 
Lange G, Bininda-Emonds ORP, Hillebrand H, Meier D, Moorthi SD, Schmitt JA, Zielinski O, 

Kröncke I (2020) Elevation gradient affects the development of macrozoobenthic 
communities in the Wadden Sea: A field experiment with artificial islands. Journal of 
Experimental Marine Biology and Ecology 523:151268. 

 
Law R, Plank MJ, Kolding J (2016) Balanced exploitation and coexistence of interacting, size-

structured, fish species. Fish and Fisheries 17:281–302. 
 
Le Hir P, Monbet Y, Orvain F (2007) Sediment erodability in sediment transport modelling: Can 

we account for biota effects? Continental Shelf Research 27:1116–1142. 
 
Lee SY (1996) Distribution pattern and interaction of two infaunal bivalves, Tapes 

philippinarum (Adams and Reeve) and Anomalocardia squamosa (Linnaeus)(Bivalvia: 
Veneridae). Journal of Experimental Marine Biology and Ecology 201:253–273. 

 



References 

 147 

Lenz M, da Gama BAP, Gerner NV, Gobin J, Gröner F, Harry A, Jenkins SR, Kraufvelin P, 
Mummelthei C, Sareyka J, Xavier EA, Wahl M (2011) Non-native marine invertebrates 
are more tolerant towards environmental stress than taxonomically related native species: 
Results from a globally replicated study. Environmental Research 111:943–952. 

 
Leopold MF, Smit CJ, Goedhart PW, Van Roomen MWJ, Van Winden AJ, Van Turnhout C 

(2004) Langjarige trends in aantallen wadvogels, in relatie tot de kokkelvisserij en het 
gevoerde beleid in deze; eindverslag EVA II (evaluatie schelpdiervisserij tweede fase) 
deelproject C2. Alterra. 

 
Leprieur F, Hickey MA, Arbuckle CJ, Closs GP, Brosse S, Townsend CR (2006) Hydrological 

disturbance benefits a native fish at the expense of an exotic fish. Journal of Applied 
Ecology 43:930–939. 

 
Lesnoff M, Lancelot R (2012) Aod: Analysis of Overdispersed Data. 
 
Leuven JRFW, Pierik HJ, Vegt M van der, Bouma TJ, Kleinhans MG (2019) Sea-level-rise-

induced threats depend on the size of tide-influenced estuaries worldwide. Nat Clim 
Chang 9:986–992. 

 
Levin LA, Boesch DF, Covich A, Dahm C, Erséus C, Ewel KC, Kneib RT, Moldenke A, Palmer 

MA, Snelgrove P (2001) The function of marine critical transition zones and the 
importance of sediment biodiversity. Ecosystems 4:430–451. 

 
Li B, Cozzoli F, Soissons LM, Bouma TJ, Chen L (2017) Effects of bioturbation on the 

erodibility of cohesive versus non-cohesive sediments along a current-velocity gradient: 
A case study on cockles. Journal of Experimental Marine Biology and Ecology 496:84–
90. 

 
Li X, Tan Y, Sun Y, Wang J, Dong Y (2021) Microhabitat temperature variation combines with 

physiological variation to enhance thermal resilience of the intertidal mussel Mytilisepta 
virgata. Functional Ecology 35:2497–2507. 

 
Lin J, Xie L, Pietrafesa LJ, Shen J, Mallin MA, Durako MJ (2006) Dissolved oxygen 

stratification in two micro-tidal partially-mixed estuaries. Estuarine, Coastal and Shelf 
Science 70:423–437. 

 
Lohrer A, Hewitt J, Thrush S (2006) Assessing far-field effects of terrigenous sediment loading 

in the coastal marine environment. Mar Ecol Prog Ser 315:13–18. 



References 

 148 

 
Lohrer AM, Halliday NJ, Thrush SF, Hewitt JE, Rodil IF (2010) Ecosystem functioning in a 

disturbance-recovery context: Contribution of macrofauna to primary production and 
nutrient release on intertidal sandflats. Journal of Experimental Marine Biology and 
Ecology 390:6–13. 

 
Loreau M, de Mazancourt C (2013) Biodiversity and ecosystem stability: a synthesis of 

underlying mechanisms. Ecology Letters 16:106–115. 
 
Luan HL, Ding PX, Wang ZB, Yang SL, Lu JY (2018) Morphodynamic impacts of large-scale 

engineering projects in the Yangtze River delta. Coastal Engineering 141:1–11. 
 
Lucking G, Stark N, Lippmann T, Smyth S (2017) Variability of in situ sediment strength and 

pore pressure behavior of tidal estuary surface sediments. Geo-Marine Letters 37:441–
456. 

 
Lundquist CJ, Pilditch CA, Cummings VJ (2004) Behaviour controls post-settlement dispersal 

by the juvenile bivalves Austrovenus stutchburyi and Macomona liliana. Journal of 
Experimental Marine Biology and Ecology 306:51–74. 

 
MacArthur R, Wilson E (1967) The Theory of Island Biogeography Princeton University. 

Princeton, New Jersey, USA 224. 
 
Macho G, Woodin SA, Wethey DS, Vázquez E (2016) Impacts of sublethal and lethal high 

temperatures on clams exploited in European fisheries. Journal of Shellfish Research 
35:405–419. 

 
Maire O, Lecroart P, Meysman F, Rosenberg R, Duchêne J-C, Grémare A (2008) Quantification 

of sediment reworking rates in bioturbation research: a review. Aquatic Biology 2:219–
238. 

 
Malham SK, Hutchinson TH, Longshaw M (2012) A review of the biology of European cockles 

( Cerastoderma spp.). J Mar Biol Ass 92:1563–1577. 
 
Marquiegui MA, Aguirrezabalaga F (2009) Colonization process by macrobenthic infauna after a 

managed coastal realignment in the Bidasoa estuary (Bay of Biscay, NE Atlantic). 
Estuarine, Coastal and Shelf Science 84:598–604. 

 



References 

 149 

Maure LA, Rodrigues RC, Alcântara ÂV, Adorno BFCB, Santos DL, Abreu EL, Tanaka RM, 
Gonçalves RM, Hasui E (2018) Functional Redundancy in bird community decreases 
with riparian forest width reduction. Ecology and Evolution 8:10395–10408. 

 
Mazik K, Musk W, Dawes O, Solyanko K, Brown S, Mander L, Elliott M (2010) Managed 

realignment as compensation for the loss of intertidal mudflat: A short term solution to a 
long term problem? Estuarine, Coastal and Shelf Science 90:11–20. 

 
McCall PL (1977) Community patterns and adaptive strategies of the infaunal benthos of Long 

Island Sound. 
 
McCartain LD, Townsend M, Thrush SF, Wethey DS, Woodin SA, Volkenborn N, Pilditch CA 

(2017) The effects of thin mud deposits on the behaviour of a deposit-feeding tellinid 
bivalve: implications for ecosystem functioning. Marine and Freshwater Behaviour and 
Physiology 50:239–255. 

 
McCave IN, Bryant RJ, Cook HF, Coughanowr CA (1986) Evaluation of a laser-diffraction-size 

analyzer for use with natural sediments. Journal of Sedimentary Research 56. 
 
Meffe GK (1984) Effects of abiotic disturbance on coexistence of predator‐prey fish species. 

Ecology 65:1525–1534. 
 
Menge BA, Sutherland JP (1987) Community Regulation: Variation in Disturbance, 

Competition, and Predation in Relation to Environmental Stress and Recruitment. The 
American Naturalist 130:730–757. 

 
Mermillod-Blondin F, Rosenberg R, François-Carcaillet F, Norling K, Mauclaire L (2004) 

Influence of bioturbation by three benthic infaunal species on microbial communities and 
biogeochemical processes in marine sediment. Aquat Microb Ecol 36:271–284. 

 
Mestdagh S, Bagaço L, Braeckman U, Ysebaert T, De Smet B, Moens T, Van Colen C (2018) 

Functional trait responses to sediment deposition reduce macrofauna-mediated ecosystem 
functioning in an estuarine mudflat. Biogeosciences 15:2587–2599. 

 
Meynecke J-O, Lee SY, Duke NC (2008) Linking spatial metrics and fish catch reveals the 

importance of coastal wetland connectivity to inshore fisheries in Queensland, Australia. 
Biological Conservation 141:981–996. 

 



References 

 150 

Meysman FJ, Galaktionov OS, Middelburg JJ (2005) Irrigation patterns in permeable sediments 
induced by burrow ventilation: a case study of Arenicola marina. Marine Ecology 
Progress Series 303:195–212. 

 
Michaud E, Desrosiers G, Mermillod-Blondin F, Sundby B, Stora G (2006) The functional group 

approach to bioturbation: II. The effects of the Macoma balthica community on fluxes of 
nutrients and dissolved organic carbon across the sediment–water interface. Journal of 
Experimental Marine Biology and Ecology 337:178–189. 

 
Montserrat F, Van Colen C, Degraer S, Ysebaert T, Herman P (2008) Benthic community-

mediated sediment dynamics. Mar Ecol Prog Ser 372:43–59. 
 
Morris WF, Pfister CA, Tuljapurkar S, Haridas CV, Boggs CL, Boyce MS, Bruna EM, Church 

DR, Coulson T, Doak DF, Forsyth S, Gaillard J-M, Horvitz CC, Kalisz S, Kendall BE, 
Knight TM, Lee CT, Menges ES (2008) Longevity can buffer plant and animal 
populations against changing climatic variability. Ecology 89:19–25. 

 
Morys C, Powilleit M, Forster S (2017) Bioturbation in relation to the depth distribution of 

macrozoobenthos in the southwestern Baltic Sea. Mar Ecol Prog Ser 579:19–36. 
 
Murray NJ, Phinn SR, DeWitt M, Ferrari R, Johnston R, Lyons MB, Clinton N, Thau D, Fuller 

RA (2019) The global distribution and trajectory of tidal flats. Nature 565:222–225. 
 
Nazarova SA, Shunkina K, Genelt-Yanovskiy EA (2015) Abundance distribution patterns of 

intertidal bivalves Macoma balthica and Cerastoderma edule at the Murman coast tidal 
flats (the Barents Sea). J Mar Biol Ass 95:1613–1620. 

 
Needham HR, Pilditch CA, Lohrer AM, Thrush SF (2010) Habitat dependence in the functional 

traits of Austrohelice crassa, a key bioturbating species. Marine Ecology Progress Series 
414:179–193. 

 
Newell RIE, Bayne BL (1980) Seasonal changes in the physiology, reproductive condition and 

carbohydrate content of the cockle Cardium (=Cerastoderma) edule (Bivalvia: Cardiidae). 
Mar Biol 56:11–19. 

 
Olafsson EB (1986) Density dependence in suspension-feeding and deposit-feeding populations 

of the bivalve Macoma balthica: a field experiment. The Journal of animal ecology:517–
526. 

 



References 

 151 

Oliver TH, Heard MS, Isaac NJB, Roy DB, Procter D, Eigenbrod F, Freckleton R, Hector A, 
Orme CDL, Petchey OL, Proença V, Raffaelli D, Suttle KB, Mace GM, Martín-López B, 
Woodcock BA, Bullock JM (2015) Biodiversity and Resilience of Ecosystem Functions. 
Trends in Ecology & Evolution 30:673–684. 

 
Ong B, Krishnan S (1995) Changes in the macrobenthos community of a sand flat after erosion. 

Estuarine, Coastal and Shelf Science 40:21–33. 
 
Orvain F (2005) A model of sediment transport under the influence of surface bioturbation: 

generalisation to the facultative suspension-feeder Scrobicularia plana. Mar Ecol Prog 
Ser 286:43–56. 

 
Paine RT, Tegner MJ, Johnson EA (1998) Compounded Perturbations Yield Ecological 

Surprises. Ecosystems 1:535–545. 
 
Palomo G, Martinetto P, Iribarne O (2003) Changes in the feeding behavior of the deposit-

feeding polychaete Laeonereis acuta on soft sediments inhabited by burrowing crabs. 
Marine Biology 1:1–1. 

 
Paphitis D, Collins MB, Nash LA, Wallbridge S (2002) Settling velocities and entrainment 

thresholds of biogenic sands (shell fragments) under unidirectional flow. Sedimentology 
49:211–225. 

 
Pearson TH, Rosenberg R (1978) Macrobenthic succession in relation to organic enrichment and 

pollution of the marine environment: Annual Review of Oceanography and Marine 
Biology, v. 16. 

 
Peña E, Anta J, Puertas J, Teijeiro T (2008) Estimation of Drag Coefficient and Settling Velocity 

of the Cockle Cerastoderma edule Using Particle Image Velocimetry (PIV). Journal of 
Coastal Research 4:150–158. 

 
Peterson CH, Skilleter GA (1994) Control of foraging behavior of individuals within an 

ecosystem context: the clam Macoma balthica, flow environment, and siphon-cropping 
fishes. Oecologia 100:256–267. 

 
Philippart CJM, van Aken HM, Beukema JJ, Bos OG, Cadée GC, Dekker R (2003) Climate-

related changes in recruitment of the bivalve Macoma balthica. Limnol Oceanogr 
48:2171–2185. 

 



References 

 152 

Piersma T, de Goeij P, Tulp I (1993) An evaluation of intertidal feeding habitats from a 
shorebird perspective: Towards relevant comparisons between temperate and tropical 
mudflats. Netherlands Journal of Sea Research 31:503–512. 

 
Pinsky ML, Byler D (2015) Fishing, fast growth and climate variability increase the risk of 

collapse. Proc R Soc B 282:20151053. 
 
Planque B, Fromentin J-M, Cury P, Drinkwater KF, Jennings S, Perry RI, Kifani S (2010) How 

does fishing alter marine populations and ecosystems sensitivity to climate? Journal of 
Marine Systems 79:403–417. 

 
Pratt DR, Lohrer AM, Pilditch CA, Thrush SF (2014) Changes in Ecosystem Function Across 

Sedimentary Gradients in Estuaries. Ecosystems 17:182–194. 
 
Queirós AM, Birchenough SN, Bremner J, Godbold JA, Parker RE, Romero‐Ramirez A, Reiss 

H, Solan M, Somerfield PJ, Van Colen C (2013) A bioturbation classification of 
European marine infaunal invertebrates. Ecology and evolution 3:3958–3985. 

 
Quinn GP, Keough MJ (2002) Experimental design and data analysis for biologists. Cambridge 

university press. 
 
R Core Team (2020) R: A Language and Environment for Statistical Computing. R Foundation 

for Statistical Computing, Vienna, Austria. 
 
Rees EIS, Nicholaidou A, Laskaridou P (1977) The effects of storms on the dynamics of shallow 

water benthic associations. In: Biology of Benthic Organisms. Keegan BF, Ceidigh PO, 
Boaden PJS (eds) Pergamon, p 465–474 

 
Richardson C, Ibarrola I, Ingham R (1993) Emergence pattern and spatial distribution of the 

common cockle Cerastoderma edule. Mar Ecol Prog Ser 99:71–81. 
 
Riisgard H, Banta G (1998) Irrigation and deposit feeding by the lugworm Arenicola marina, 

characteristics and secondary effects on the environment. A review of current knowledge. 
Vie et Milieu/Life & Environment:243–257. 

 
Rogers DI, Piersma T, Hassell CJ (2006) Roost availability may constrain shorebird distribution: 

Exploring the energetic costs of roosting and disturbance around a tropical bay. 
Biological Conservation 133:225–235. 

 



References 

 153 

Rueda JL, Smaal AC, Scholten H (2005) A growth model of the cockle (Cerastoderma edule L.) 
tested in the Oosterschelde estuary (The Netherlands). Journal of Sea Research 54:276–
298. 

 
Schiebelhut LM, Gaylord B, Grosberg RK, Jurgens LJ, Dawson MN (2022) Species’ attributes 

predict the relative magnitude of ecological and genetic recovery following mass 
mortality. Molecular Ecology 31:5714–5728. 

 
Schneider KR (2008) Heat stress in the intertidal: comparing survival and growth of an invasive 

and native mussel under a variety of thermal conditions. The Biological Bulletin 
215:253–264. 

 
Schönke M, Feldens P, Wilken D, Papenmeier S, Heinrich C, von Deimling JS, Held P, Krastel 

S (2017) Impact of Lanice conchilega on seafloor microtopography off the island of Sylt 
(German Bight, SE North Sea). Geo-Marine Letters 37:305–318. 

 
Seitz RD, Wennhage H, Bergström U, Lipcius RN, Ysebaert T (2014) Ecological value of 

coastal habitats for commercially and ecologically important species. ICES Journal of 
Marine Science 71:648–665. 

 
Shi B, Cooper JR, Pratolongo PD, Gao S, Bouma TJ, Li G, Li C, Yang SL, Wang YP (2017) 

Erosion and accretion on a mudflat: the importance of very shallow‐water effects. Journal 
of Geophysical Research: Oceans 122:9476–9499. 

 
Shi B, Yang SL, Temmerman S, Bouma T, Ysebaert T, Wang S, Zhang Y, Wu J, Yang H, Zhang 

L (2021) Effect of typhoon‐induced intertidal‐flat erosion on dominant macrobenthic 
species (Meretrix meretrix). Limnology and Oceanography 66:4197–4209. 

 
Smale DA, Wernberg T (2013) Extreme climatic event drives range contraction of a habitat-

forming species. Proc R Soc B 280:20122829. 
 
de Smit JC, Brückner MZM, Mesdag KI, Kleinhans MG, Bouma TJ (2021) Key Bioturbator 

Species Within Benthic Communities Determine Sediment Resuspension Thresholds. 
Front Mar Sci 8:726238. 

 
Snelgrove PVR, Butman CA (1994) Animal-sediment relationships revisited: Cause versus 

effect: Oceanography and Marine Biology Annual Review, v. 32. 
 



References 

 154 

Soares C, Sobral P (2009) Bioturbation and erodibility of sediments from the Tagus Estuary. 
Journal of Coastal Research:1429–1433. 

 
Soetaert K, Provoost P (2017) Turbo: functions for fitting bioturbation models to tracer data. 
 
Solan M, Wigham BD, Hudson IR, Kennedy R, Coulon CH, Norling K, Nilsson HC, Rosenberg 

R (2004) In situ quantification of bioturbation using time lapse fluorescent sediment 
profile imaging (f SPI), luminophore tracers and model simulation. Marine Ecology 
Progress Series 271:1–12. 

 
Sousa WP (1984) The role of disturbance in natural communities. Annual review of ecology and 

systematics 15:353–391. 
 
Speare KE, Adam TC, Winslow EM, Lenihan HS, Burkepile DE (2022) Size‐dependent 

mortality of corals during marine heatwave erodes recovery capacity of a coral reef. 
Global Change Biology 28:1342–1358. 

 
Stocker TF, Qin D, Plattner G-K, Tignor MMB, Allen SK, Boschung J, Nauels A, Xia Y, Bex V, 

Midgley PM, Alexander LV, Allen SK, Bindoff NL, Breon F-M, Church JA, Cubasch U, 
Emori S, Forster P, Friedlingstein P, Gillett N, Gregory JM, Hartmann DL, Jansen E, 
Kirtman B, Knutti R, Kumar Kanikicharla K, Lemke P, Marotzke J, Masson-Delmotte V, 
Meehl GA, Mokhov II, Piao S, Plattner G-K, Dahe Q, Ramaswamy V, Randall D, Rhein 
M, Rojas M, Sabine C, Shindell D, Stocker TF, Talley LD, Vaughan DG, Xie S-P, Allen 
MR, Boucher O, Chambers D, Hesselbjerg Christensen J, Ciais P, Clark PU, Collins M, 
Comiso JC, Vasconcellos de Menezes V, Feely RA, Fichefet T, Fiore AM, Flato G, 
Fuglestvedt J, Hegerl G, Hezel PJ, Johnson GC, Kaser G, Kattsov V, Kennedy J, Klein 
Tank AMG, Le Quere C, Myhre G, Osborn T, Payne AJ, Perlwitz J, Power S, Prather M, 
Rintoul SR, Rogelj J, Rusticucci M, Schulz M, Sedlacek J, Stott PA, Sutton R, Thorne 
PW, Wuebbles D (2013) Climate Change 2013. The Physical Science Basis. Working 
Group I Contribution to the Fifth Assessment Report of the Intergovernmental Panel on 
Climate Change - Abstract for decision-makers; Changements climatiques 2013. Les 
elements scientifiques. Contribution du groupe de travail I au cinquieme rapport 
d’evaluation du groupe d’experts intergouvernemental sur l’evolution du CLIMAT - 
Resume a l’intention des decideurs. 

 
St-Onge P, Miron G (2007) Effects of current speed, shell length and type of sediment on the 

erosion and transport of juvenile softshell clams (Mya arenaria). Journal of Experimental 
Marine Biology and Ecology 349:12–26. 

 



References 

 155 

Storey KB, Storey JM (1990) Metabolic Rate Depression and Biochemical Adaptation in 
Anaerobiosis, Hibernation and Estivation. The Quarterly Review of Biology 65:145–174. 

 
Stringer CE, Trettin CC, Zarnoch SJ (2016) Soil properties of mangroves in contrasting 

geomorphic settings within the Zambezi River Delta, Mozambique. Wetlands Ecol 
Manage 24:139–152. 

 
Sturdivant SK, Shimizu MS (2017) In situ organism-sediment interactions: Bioturbation and 

biogeochemistry in a highly depositional estuary. PLoS ONE 12:e0187800. 
 
Takeuchi S, Yamada F, Shirozu H, Ohashi S, Tamaki A (2015) Burrowing ability as a key trait 

in the establishment of infaunal bivalve populations following competitive release on an 
extensive intertidal sandflat. Journal of Experimental Marine Biology and Ecology 
466:9–23. 

 
Tallqvist M (2001) Burrowing behaviour of the Baltic clam Macoma balthica: effects of 

sediment type, hypoxia and predator presence. Mar Ecol Prog Ser 212:183–191. 
 
Ter Braak CJ, Verdonschot PF (1995) Canonical correspondence analysis and related 

multivariate methods in aquatic ecology. Aquatic sciences 57:255–289. 
 
Thieltges DW (2006) Parasite Induced Summer Mortality in the Cockle Cerastoderma edule by 

the Trematode Gymnophallus choledochus. Hydrobiologia 559:455–461. 
 
Thioulouse J, Dray S, Dufour A-B, Siberchicot A, Jombart T, Pavoine S (2018) Multivariate 

analysis of ecological data with ade4. 
 
Thrush S, Hewitt J, Norkko A, Nicholls P, Funnell G, Ellis J (2003) Habitat change in estuaries: 

predicting broad-scale responses of intertidal macrofauna to sediment mud content. Mar 
Ecol Prog Ser 263:101–112. 

 
Thrush SF, Hewitt JE, Gibbs M, Lundquist C, Norkko A (2006) Functional Role of Large 

Organisms in Intertidal Communities: Community Effects and Ecosystem Function. 
Ecosystems 9:1029–1040. 

 
Troost K, van Asch M, Brummelhuis E, van den Ende D, van Es Y, Perdon KJ, van der Pool J, 

van Zweeden C, van Zwol J (2021) Schelpdierbestanden in de Nederlandse kustzone, 
Waddenzee en zoute deltawateren in 2020. Stichting Wageningen Research, Centrum 
voor Visserijonderzoek (CVO), IJmuiden. 



References 

 156 

 
Valdemarsen T, Quintana CO, Thorsen SW, Kristensen E (2018) Benthic macrofauna 

bioturbation and early colonization in newly flooded coastal habitats. PLOS ONE 
13:e0196097. 

 
Van Colen C, Montserrat F, Vincx M, Herman PMJ, Ysebaert T, Degraer S (2010) Long-term 

divergent tidal flat benthic community recovery following hypoxia-induced mortality. 
Marine Pollution Bulletin 60:178–186. 

 
Van Colen C, Rossi F, Montserrat F, Andersson MGI, Gribsholt B, Herman PMJ, Degraer S, 

Vincx M, Ysebaert T, Middelburg JJ (2012) Organism-Sediment Interactions Govern 
Post-Hypoxia Recovery of Ecosystem Functioning. PLoS ONE 7:e49795. 

 
Van Colen C, Verbelen D, Devos K, Agten L, Van Tomme J, Vincx M, Degraer S (2014) 

Sediment-benthos relationships as a tool to assist in conservation practices in a coastal 
lagoon subjected to sediment change. Biodivers Conserv 23:877–889. 

 
Van Der Meer J, Beukema JJ, Dekker R (2001) Long-term variability in secondary production of 

an intertidal bivalve population is primarily a matter of recruitment variability. Journal of 
Animal Ecology 70:159–169. 

 
Vázquez E, Woodin SA, Wethey DS, Peteiro LG, Olabarria C (2021) Reproduction Under 

Stress: Acute Effect of Low Salinities and Heat Waves on Reproductive Cycle of Four 
Ecologically and Commercially Important Bivalves. Frontiers in Marine Science 8. 

 
Velando A, Munilla I (2011) Disturbance to a foraging seabird by sea-based tourism: 

Implications for reserve management in marine protected areas. Biological Conservation 
144:1167–1174. 

 
Verdelhos T, Cardoso PG, Dolbeth M, Pardal MA (2014) Recovery trends of Scrobicularia 

plana populations after restoration measures, affected by extreme climate events. Marine 
Environmental Research 98:39–48. 

 
de Vet PLM, van Prooijen BC, Colosimo I, Steiner N, Ysebaert T, Herman PMJ, Wang ZB 

(2020) Variations in storm-induced bed level dynamics across intertidal flats. Sci Rep 
10:12877. 

 
de Vet PLM, Van de Werf J (2022) Delft3D-FM Modellering Buitendijkse Maatregelen 

Baalhoek & Knuitershoek. Deltares. 



References 

 157 

 
Volkenborn N, Meile C, Polerecky L, Pilditch CA, Norkko A, Norkko J, Hewitt JE, Thrush SF, 

Wethey DS, Woodin SA (2012) Intermittent bioirrigation and oxygen dynamics in 
permeable sediments: An experimental and modeling study of three tellinid bivalves. 
Journal of Marine Research 70:794–823. 

 
Volkenborn N, Robertson DM, Reise K (2009) Sediment destabilizing and stabilizing bio-

engineers on tidal flats: cascading effects of experimental exclusion. Helgol Mar Res 
63:27–35. 

 
W. N. Venables, B. D. Ripley (2002) Modern Applied Statistics with S. Fourth   Edition. 
van der Wal D, Lambert GI, Ysebaert T, Plancke YMG, Herman PMJ (2017) Hydrodynamic 

conditioning of diversity and functional traits in subtidal estuarine macrozoobenthic 
communities. Estuarine, Coastal and Shelf Science 197:80–92. 

 
Walles B, Brummelhuis E, Ysebaert T (2017) Development of the benthic macrofauna 

community after tidal restoration at Rammegors: Progress report 1. Wageningen Marine 
Research. 

 
Waltham NJ, Elliott M, Lee SY, Lovelock C, Duarte CM, Buelow C, Simenstad C, Nagelkerken 

I, Claassens L, Wen CK-C, Barletta M, Connolly RM, Gillies C, Mitsch WJ, Ogburn 
MB, Purandare J, Possingham H, Sheaves M (2020) UN Decade on Ecosystem 
Restoration 2021–2030—What Chance for Success in Restoring Coastal Ecosystems? 
Front Mar Sci 7:71. 

 
Warwick RM, Uncles RJ (1980) Distribution of benthic macrofauna associations in the Bristol 

Channel in relation to tidal stress. Marine Ecology Progress Series 3:97–103. 
 
Weitzman B, Konar B, Iken K, Coletti H, Monson D, Suryan R, Dean T, Hondolero D, 

Lindeberg M (2021) Changes in Rocky Intertidal Community Structure During a Marine 
Heatwave in the Northern Gulf of Alaska. Frontiers in Marine Science 8. 

 
White JW, Barceló C, Hastings A, Botsford LW (2022) Pulse disturbances in age-structured 

populations: Life history predicts initial impact and recovery time. Journal of Animal 
Ecology 91:2370–2383. 

 
Whitlatch RB (1981) Animal-sediment relationships in intertidal marine benthic habitats: some 

determinants of deposit-feeding species diversity. Journal of Experimental Marine 
Biology and Ecology 53:31–45. 



References 

 158 

 
Widdows J, Brown S, Brinsley MD, Salkeld PN, Elliott M (2000) Temporal changes in intertidal 

sediment erodability: influence of biological and climatic factors. Continental Shelf 
Research. 

 
Widdows J, Friend PL, Bale AJ, Brinsley MD, Pope ND, Thompson CEL (2007) Inter-

comparison between five devices for determining erodability of intertidal sediments. 
Continental Shelf Research 27:1174–1189. 

 
Wiens JA (1989) Spatial Scaling in Ecology. Functional Ecology 3:385. 
 
Wiesebron L, Teeuw L, van Dalen J, van Ijzerloo L, Troost K, Walles B, Ysebaert T, Bouma T 

(2022) Contrasting strategies to cope with storm‐induced erosion events: a flume study 
comparing a native vs. introduced bivalve. Limnology & Oceanography 67:2572–2585. 

 
Wiesebron LE, Steiner N, Morys C, Ysebaert T, Bouma TJ (2021) Sediment Bulk Density 

Effects on Benthic Macrofauna Burrowing and Bioturbation Behavior. Frontiers in 
Marine Science 8. 

 
Wilson W (1990) Competition And Predation In Marine Soft-Sediment Communities. Annual 

Review of Ecology and Systematics 21:221–241. 
 
Xie W, Wang X, Guo L, He Q, Dou S, Yu X (2021) Impacts of a storm on the erosion process of 

a tidal wetland in the Yellow River Delta. CATENA 205:105461. 
 
Yachi S, Loreau M (1999) Biodiversity and ecosystem productivity in a fluctuating environment: 

The insurance hypothesis. Proceedings of the National Academy of Sciences 96:1463–
1468. 

 
Yeo RK, Risk MJ (1979) Intertidal Catastrophes: Effect of Storms and Hurricanes on Intertidal 

Benthos of the Minas Basin, Bay of Fundy. Journal of the Fisheries Research Board of 
Canada. 

 
Ysebaert T, Fettweis M, Meire P, Sas M (2005) Benthic variability in intertidal soft-sediments in 

the mesohaline part of the Schelde estuary. Hydrobiologia 540:197–216. 
 
Ysebaert T, Herman P (2002) Spatial and temporal variation in benthic macrofauna and 

relationships with environmental variables in an estuarine, intertidal soft-sediment 
environment. Mar Ecol Prog Ser 244:105–124. 



References 

 159 

 
Ysebaert T, Meire P, Herman P, Verbeek H (2002) Macrobenthic species response surfaces 

along estuarine gradients: prediction by logistic regression. Mar Ecol Prog Ser 225:79–
95. 

 
Zajac RN, Whitlatch RB, Thrush SF (1998) Recolonization and succession in soft-sediment 

infaunal communities: the spatial scale of controlling factors. In: Recruitment, 
Colonization and Physical-Chemical Forcing in Marine Biological Systems. Baden S, 
Phil L, Rosenberg R, Strömberg J-O, Svane I, Tiselius P (eds) Springer Netherlands, 
Dordrecht, p 227–240 

 
Zardi GI, Nicastro KR, McQuaid CD, Rius M, Porri F (2006) Hydrodynamic stress and habitat 

partitioning between indigenous (Perna perna) and invasive (Mytilus galloprovincialis) 
mussels: constraints of an evolutionary strategy. Mar Biol 150:79–88. 

 
Zhu Q, van Prooijen BC, Maan DC, Wang ZB, Yao P, Daggers T, Yang SL (2019) The 

heterogeneity of mudflat erodibility. Geomorphology 345:106834. 
 
Zwarts L, Blomert A-M, Spaak P, de Vries B (1994) Feeding radius, burying depth and siphon 

size of Macoma balthica and Scrobicularia plana. Journal of Experimental Marine 
Biology and Ecology 183:193–212. 

 
Zwarts L, Wanink J (1989) Siphon size and burying depth in deposit- and suspension-feeding 

benthic bivalves. Marine Biology 100:227–240. 
 
Zwarts L, Wanink JH (1993) How the food supply harvestable by waders in the Wadden Sea 

depends on the variation in energy density, body weight, biomass, burying depth and 
behaviour of tidal-flat invertebrates. Netherlands Journal of Sea Research 31:441–476. 

 
Zwarts L, Wanink JH, Ens BJ (1996) Predicting seasonal and annual fluctuations in the local 

exploitation of different prey by Oystercatchers Haematopus ostralegus: a ten year study 
in the Wadden Sea. Ardea 84A:41.



 

 

 
 



 

 160 

Acknowledgments	
 
Thank you to everyone who has helped me on this journey through the intertidal and beyond. First 
to Tjeerd Bouma, I have loved having you as an advisor—you’re always passionate about the 
science which has helped me keep up my own enthusiasm on many occasions. You are also very 
trusting in the capabilities of your students and always willing to try their ideas out, which has 
been integral to building my confidence as a scientist. Tom Ysebaert, my other advisor, you will 
be greatly missed. It was great to have Claudia Morys on my advisory team during that first year 
to help excavate the topic of my PhD work. Brenda Walles, you always had pragmatic advice 
which was greatly appreciated when thinking about the next big scientific question and designing 
experiments. Also, to Lodewijk de Vet, it was a pleasure to work with you and Brenda on turning 
the behemoth of Buitendijks data into a coherent story. Thanks to Karin Troost for sharing her data 
and bivalve know-how with me. Klaas Timmermans, thanks for the opportunity to participate in 
the SEES cruise to Svalbard and letting me be an honorary seaweed person for a little bit. 
 
Tim Hermans and Rosanna van Hespen, my #1 Awesome Office (RIP 2018) partners: you helped 
me claw my way out of the crushing uncertainty in that first and hardest year. Thanks for all the 
laughs, pep talks, and funny whiteboard drawings! Thanks also to Roeland van de Vijsel, the 2018 
trip to Paris with you, Tim, and Rosanna is a highlight of my PhD career.  
 
Natalie Steiner helped me a lot during the first years of my PhD. She was extremely generous with 
her time and without her, the luminophore component of that first mesocosm experiment would 
not have been possible. She also taught me the basics of identifying animals under the dissecting 
scopes and we spent many hours together in the wet lab during the summer and fall of 2020.  
 
In the summer of 2020, I moved to Bergen op Zoom. Greg Fivash and Puck Oomen, thanks for 
the weekly Gloomhaven and frisbee sessions during the various lockdowns. Carolina Camargo, 
thanks for being my partner in wine, I miss living a two minute walk away from you and Roeland. 
Marte Stoorvogel, thanks for spearheading quiznights and for bringing the notepads. Team Nemo 
forever! Tori Mason, I’m so glad I got to know you during the short time our BOZ lives overlapped. 
 
I have been lucky to have the other EDS PhDs and postdocs for commiseration and guidance. Chiu 
Cheng and Justin Tiano helped me clear a lot of the first year hurdles with their advice. Thanks to 
Chiu in particular for being such a compassionate listener and I’m so glad that we got to work 
together these two last two years. Thanks Justin and Jaco de Smit for help on various side analyses 
and flume experiments over the years. Tim Grandjean, it’s been great to bounce ideas off of you 
while working on the Buitendijks project together. Thanks Olivier Beauchard for building a 
multivariate analysis from the ground up. Jim van Belzen has been so helpful with asking the right 



 

 161 

questions when it comes to modeling. And to other PhDs and postdocs who have made the EDS 
department feel like a family: Victor Malagon Santos, Zhengquan Zhou, Dunia Rios, Loretta 
Cornacchia, Coco van Starrenburg, Alexander Ebbing, Eleonora Saccon I’m so glad to have shared 
innumerable lunches and coffee breaks with you. Victor, our trips to Spain will coincide one day, 
I know it! Special mention to Natalie, Marte, and Greg for helping with fieldwork, even when it 
included going to Perkpolder. Finally, thanks also to the students who have helped me throughout 
the years: Werna Werna, Lilian Teeuw, Talyor Craft, and Lina al Mohamed, it has been a pleasure 
to work with you! 
 
I would not have been able to get any of the work done without the support staff, especially Jeroen 
van Dalen, Daniel Blok, and Lennart van Ijzerloo. Having both Tjeerd’s unbounded enthusiasm 
for treatments and replicates and your more pragmatic approach colored by “what is actually 
possible” was incredibly helpful for making field campaigns and experiments a success. Anton 
Tramper and Peter van Breugel were always happy to assist with any lab analysis and Arne den 
Toonder made sure that my mesocosm experiment wouldn’t end in accidental electrocution. 
Christine de Zeeuw and Elly van Hulsteijn provided a warm atmosphere and administrative 
wizardry. Anneke van der Endt was a great resource at the beginning of my PhD. And thanks to 
Jan Megens for smoothly running the Keete with good cheer. 
 
Thank you to my family, and especially to my parents. Your unflagging support and 
encouragement through my scientific career has gotten me through since the very beginning: from 
that first toy microscope when I was eight, to those years between college and grad school where 
I went on scientific adventures around the world to “find my passion.” I have only had the ability 
and freedom to take my scientific career in such different directions because I know you were 
solidly behind me, no matter what crazy decisions I made. Your support means the world to me! 
Also to my siblings: Adrien, Tamara, and Saskia. Thanks for always encouraging me and being 
proud of me—even though it’s still a bit unclear what it is exactly that I do :) Also, a big shout out 
to my amazingly talented nephew Nate who designed and drew the beautiful cover and the sassy 
clam illustrations throughout this thesis. I love it!  
 
Finally, to Colin. On the subject of our shared profession: your passion for science has inspired 
me since the moment I met you. After our years in Seattle, in 2018 you decided to take a chance 
with me and move to Europe to pursue a postdoc in Germany. We’d be long-distance, but at least 
we’d be in adjacent countries, a few train rides away. Then I received the Fulbright award to go to 
Chile in 2019. Even though it meant continental whiplash, you supported the decision to take 
advantage of this amazing opportunity. Thanks for sticking it out with me; I’m so excited to be 
moving to Oslo with you and to go back to living in the same country (in the same city even!) for 
the first time in five years.  



 

 162 

Curriculum	vitae	
 
Lauren Wiesebron was born in Levallois-Perret, France, on November 
30th, 1989. Lauren is a marine ecologist and is most interested in how 
animal communities are shaped by their environment. She has had a 
diverse scientific career and prior to her PhD, she studied trophic 
dynamics in forage fish, salmon migration, tidal energy and extreme 
events, nutrient cycling in the Arctic, coral reef MPAs in Madagascar. 
She did her PhD at the Netherlands Institute of Ocean Research 
(NIOZ-Yerseke) from 2018-2023 where she researched how sediment 
dynamics drive the establishment and survival of intertidal benthic 
communities. She took a sabbatical in 2019 to do research in Chile 
under a Fulbright Award to study trophic linkages between forage fish and zooplankton in 
Northern Patagonia. In 2022, she took part in the SEES cruise to Svalbard to study seaweed 
adaptations to the warming climate. She is moving to Oslo and has applied for a Rubicon grant to 
work on the effects of hypoxia on zooplankton behavior in fjords. Aside from science, she is an 
enthusiastic reader, weaver of self-dyed yarns, balcony gardener, and writer of fantastical fiction 
(hopefully coming to a bookstore near you in 2025). You can follow her scientific goings-on at 
www.ecologist.laurenwiesebron.com and her author updates at www.laurenwiesebron.com. 
 

  



 

 163 

List	of	publications	
 
L.E. Wiesebron, L. Teeuw, J. van Dalen, L. van Ijzerloo, K. Troost, B. Walles, T. Ysebaert, T. 
Bouma, Contrasting strategies to cope with storm‐induced erosion events: a flume study 
comparing a native vs. introduced bivalve; Limnology and Oceanography (2022) 
doi:10.1002/lno.12223  
 
L.E. Wiesebron, L.R. Castro, S. Soto, J. Castillo, Small differences in diet facilitate the 
coexistence of three forage fish species in an inshore Northern Patagonian habitat; Frontiers in 
Marine Science (2022) doi:10.3389/fmars.2021.792377  
 
L.E. Wiesebron, N. Steiner, C. Morys, T. Ysebaert, T.J. Bouma, Sediment bulk density effects 
on benthic macrofauna burrowing and bioturbation behavior; Frontiers in Marine Science (2021). 
doi:10.3389/fmars.2021.707785  
 
J.E. Siegel , L.G. Crozier, L.E. Wiesebron, D.L. Widener, Environmentally triggered shifts in 
steelhead migration behavior and consequences for survival in the mid-Columbia River; Plos 
One (2021) doi:10.1371/journal.pone.0250831  
 
L.G. Crozier, J.E. Siegel, L.E. Wiesebron, E.M. Trujillo, B.J. Burke, B.P. Sandford, D.L. 
Widener, Snake River sockeye and Chinook salmon in a changing climate: Implications for 
upstream migration survival during recent extreme and future climates; Plos One (2020) 
doi:10.1371/journal.pone.0238886  
 
L.D. Jenkins, S.J. Dreyer, H.J. Polis, A.A. Kowalski, H. Linder, T.N. McMillin, T.T. Rogier, 
L.E. Wiesebron, Human dimensions of tidal energy: A review of theories and frameworks, 
Marine Policy (2018). doi:10.1016/j.rser.2018.08.036  
 
L.E. Wiesebron, J.K. Horne, B.E. Scott, B.J. Williamson, Comparison of biological 
characteristics in the distribution of fish and macrozooplankton at two tidal energy sites, 
International Journal of Marine Energy (2016). doi:10.1016/j.ijome.2016.07.004  
 
L.E. Wiesebron, J.K. Horne, N. Hendrix, Characterizing biological impacts at marine renewable 
energy sites, International Journal of Marine Energy (2016) doi:10.1016/j.ijome.2016.04.002 


