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This paper reports on experimental restoration of mussel beds in the Wadden Sea and the processes that might
limit successful restoration of this foundation species (i.e. substrate, predation, hydrodynamics). The importance
of substrate, predation, hydrodynamic conditions and location on mussel restoration success was studied using
artificially created mussel beds. Experimental beds established on a stable substrate (coir net) were compared
with control beds established on sand, at three locations in the Wadden Sea. Their persistence was followed
over time. The results revealed a near disappearance of all experimental beds in just over 7 months. Providing
a stable substrate did not improve mussel survival. Predation could not explain the disappearance of the beds,
as the maximal predation rate by birds was found to be insufficient to have a significant effect on mussel
cover. Differences in wave conditions alone could also not explain the variation in decline of mussel cover be-
tween the locations. However, the gradual disappearance of mussels from the seaward side of the bed strongly
suggested that hydrodynamic conditions (i.e. combined effects of waves and current) played an important role
in the poor persistence of the artificial beds. Our results highlight the fact that restoration of mussel beds in dy-
namic areas cannot simply be implemented bymussel transplantation, particularly if additional measures to pre-
vent wave losses are not taken, even when artificial substrate is provided to facilitate mussel adhesion.

© 2015 Published by Elsevier B.V.
1. Introduction

Estuarine ecosystems are threatened by both natural events and
ever-increasing human pressure (Brierley and Kingsford, 2009; Durant
et al., 2007; Halpern et al., 2008; Lotze et al., 2006). In many coastal en-
vironments, ecosystem integrity is strongly linked to the presence of
ecosystem engineers (Christianen et al., 2014; Dankers and Koelemaij,
1989; Eriksson et al., 2010). The decline of several foundation species
has resulted in a decrease of the ecosystem services provided by estua-
rine systems (Halpern et al., 2008). Bivalve beds, coral reefs, mangrove
forests and seagrassmeadows provide structured habitats for other spe-
cies and protect the shoreline from erosion by stabilizing sediment and
dampening waves (Bouma et al., 2009; Cocito, 2004). Historically, eco-
system engineers have been an important component of benthic
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communities in coastal areas (Beukema, 1976; Dame and Prins, 1997;
Dijkema, 1991). Once considered seemingly inexhaustible, many coast-
al ecosystemengineer populations around theworld have declined over
the past two hundred years (Edgar and Samson, 2004; Eriksson et al.,
2010; Gross and Smyth, 1946; Jackson et al., 2001). Because of the
great economic and ecological value of the ecosystem services they pro-
vide by shaping their environment, restoring populations of foundation
species can be a powerful way to restore the integrity and resilience of
estuarine ecosystems (Borsje et al., 2011; Crain and Bertness, 2006;
Eklof et al., 2011; Halpern et al., 2007; Peterson et al., 2003).

Restoration of habitats dominated by marine foundation species,
such as seagrass meadows, mussel beds, oyster reefs or coral reefs, has
been prioritized in manymanagement policies aiming to improve estu-
arine ecosystem function (Byers et al., 2006; Carls et al., 2004; Crain and
Bertness, 2006; Fortes, 1991; McLeod et al., 2012). However, the resto-
ration of foundation species, such as; seagrasses, mussels and oysters,
remains a challenge in many estuarine systems, since there are often
thresholds that prevent establishment of these species in low numbers
(Geraldi et al., 2013; Suding, 2011). Although a few projects have been
successful (Green and Short, 2003; Schulte et al., 2009), Fonseca et al.
(1998) highlighted that about 70% of seagrass transplantation trials
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have failed. A number of studies highlight that degradation of environ-
mental conditions, such as turbidity, can limit reef establishment and in-
fluence restoration success (Badalamenti et al., 2006; Bouma et al.,
2009; Hiddink, 2003; Lenihan and Peterson, 1998; Piersma et al.,
2001). In order to set up a successful restoration project, it is important
to identify and ameliorate these limiting factors. The use of artificial or
alternative natural substrate has been put forward to reduce the effect
of substrate instability and improve restoration success of ecosystem
engineers (Bartol and Mann, 1997; Clark and Edwards, 1999; Fonseca
et al., 1998). Yet, the majority of restoration projects have still failed,
suggesting that other factors such as hydrodynamic stress or predation
may be hindering restoration efforts (Christianen et al., 2014; Clark and
Edwards, 1999; Luckenbach et al., 2005; van der Heide et al., 2014). It is
therefore likely that restoration of ecosystem engineers may require a
multifaceted approach that addresses the interplay between several
limiting factors.

The Wadden Sea is one of the largest intertidal areas in the world
and has been included in the UNESCO's World Heritage list since
2009. It is recognized as a natural area of primary importance
(Brinkman et al., 2002), characterized by high densities of various spe-
cies of migrating birds that feed on the extensive stock of bivalves,
worms, and crustaceans (Beukema, 1976, 1993). At the beginning of
the 1980's, 23% of the biomass of benthic fauna living on intertidal
flats of the Wadden Sea consisted of mussels (Dankers and Zuidema,
1995). However, by the end of the 1980's, almost all intertidal mussel
beds had disappeared, probably due to a cumulative effect of mechani-
cal dredging formussels and cockles, poor recruitment onwild beds and
coldwinters (Brinkman et al., 2002; Higler et al., 1998). Since 1993,fish-
ing restrictions have been imposed and from 2004 onwards-dredging
activities have been banned from intertidal areas. Yet, despite these re-
strictions, mussel beds show slow recovery. Currently, only half of the
mussel population has recovered, with recovery seemingly faster in
the Eastern Dutch Wadden Sea than in the Western Dutch Wadden
Sea. The limited recovery of intertidal mussel beds in the Wadden Sea
can be caused by several factors. Firstly, disturbance of sediment
resulting from past dredging activities may have caused degradation
of habitats necessary for mussel settlement (Eriksson et al., 2010). Sec-
ondly, absence of sheltering structures such as older beds may have re-
sulted in greater wave exposure limiting the opportunities for mussel
larvae settlement. Thirdly, young newly settled mussel beds might be
less resilient to wave disturbance than old stable beds, further slowing
long term recovery. For mussel bed restoration efforts in the Wadden
Sea to be successful, identification of the factors that limit mussel bed
establishment and persistence is of crucial importance.

To test the feasibility of mussel bed restoration in the Wadden Sea
and to assess the importance of limiting factors such as predation or hy-
drodynamic stress, artificialmussel bedswere built near 3 islands in the
Dutch Wadden Sea. In this experiment, we tested for the effect of pro-
viding substrate for attachment on mussel persistence in the form of
coir nets. The cover of the artificial beds was followed over time as
well as mussel attachment. The role of other factors such as predation
(by birds and/or crabs) andwave conditionswas also addressed. Finally,
the relative importance of these factors for mussel bed persistence was
discussed.

2. Materials and methods

2.1. Experimental set up

Between March and May 2011, artificial beds were set up near three
islands of the Dutch Wadden Sea (Terschelling (53°19″7.00″N, 5°18″
39.11″E), Ameland (53°25″59.69″N, 5°48″10.57″E), andSchiermonnikoog
(53°28′3.43″N, 6°14′13.40″E) along an east–west line, (Fig. 1A)). At each
of these sites, the presence of natural mussel beds evidenced habitat
suitability. To ensure viable sites were chosen, the elevation of the
existing natural mussel beds was measured using a Differential GPS
(DGPS) and an experimental site within 1 km of this bed was chosen
with an elevation equal to that of natural beds. This elevation varied be-
tween islands (Terschelling: elevation =−0.831 m± 0.029 m, inunda-
tion time ≈ 85%, Ameland: Elevation = −0.663 m ± 0.032 m,
inundation time ≈ 75%, Schiermonnikoog: elevation = −0.56 m ±
0.065 m, inundation time≈ 70%).

At each of the 3 selected areas, 6 artificial mussel beds (20 × 20 m),
parallel to the shoreline, were established. Bedswere oriented to ensure
similar wave exposure and were equally spaced with 40 m between
each bed. Each of the groups of 6 beds consisted of 3 replicates built in
a block design (3 blocks by island, 18 beds in total, Fig. 1B). Each block
consisted of a control and a treatment bed. In each block, one of the
two beds was allocated a substrate treatment consisting of an artificial
stable substrate made of coir net (coconut fiber net), and the second
served as a control with bare sediment. The coir net substrate served
to mimic mason worm beds, which often provide a natural substrate
for mussel spat to attach to (Bolam and Fernandes, 2003; Brinkman
et al., 2002). A pilot set up of 3 × 2 m in a sheltered area with intertidal
mussels showed that coir net was stable and that mussels were able to
attach to it. To build the artificial beds with a coir net substrate, strips of
coir net (3 × 20 m or 3 × 10 m) of a mesh size of 2 cm were used. The
edges of each strip were dug 20 cm into the sediment for anchorage.
As no motorized engines were allowed in the experimental locations,
some of the work was done using horses and plows. To help prevent
the coir net from being buried under sediment, 128 knotted burlap
balls (10 cm diameter) were placed underneath the nets of each treat-
ment plot.

After one week, 36,000 kg of adult mussels (size: 5.4 cm ± 6 cm)
were obtained by mechanical dredging from a two-year-old natural
subtidal mussel bed near Terschelling. Even though subtidal and inter-
tidal mussel beds are considered as being the same habitat in the EU
Habitats Directive (Directive, 1992), subtidal mussels were chosen for
transplantation because their population is more important than the
population of intertidal mussels. Mussels were manually placed on the
earlier established test plots within 2 days of collection. Each artificial
bed consisted in 25 circular mussel patches, with a diameter of about
2.5 m. Patches were regularly spaced (≈2 m), allowing the water
(and food) to circulate between each patch (Fig. 1C).Within each artifi-
cial bed, the total cover ofmussels was about 37%, with a local density of
16 kg/m2 (about 6.4 million mussels) similar to that found on natural
beds in the Wadden Sea.

2.2. Mussel bed persistence

To study the effect of coir net on mussel bed persistence, mussel
cover on the artificial beds was surveyed over time. Mussel coverage
was monitored after each storm (average wind N 6 Bft) during
7 months after setting up the experiment. The initial cover of the beds
was estimated using 3D scans (Riegl VZ-400) of the plots during the
first days of the experiment. Aerial pictures of the beds were taken
after each storm (6 times) with a time-lapse camera mounted under-
neath a kite. Pictures were analyzed using ArcGIS 10.2. The outline of
each mussel clump was delimited by hand on the image. Using this, a
percentage of cover (persistence) could be estimated for each period
and followed over time.

To test whether the coir net was used by the mussels, substrate use
and attachment force were measured. The strength of attachment (at-
tachment force, sensu Whitman and Suchanek (1984) and Bell and
Gosline (1997)) of a mussel was measured as the perpendicular force
needed to dislodge a mussel from the bed structure. Mussels were
fixed within a metal clamp attached to a Wagner Force Dial™ FDK/
FDN with peak force meter (WAGNER INSTRUMENTS, Greenwich, CT,
USA). On Schiermonnikoog, 25 mussels were sampled at random over
each treatment block. No more than 5 individuals were sampled on
any circular mussel patch within the blocks. Substrate use, as defined
in (wa Kangeri et al., 2014) was measured in situ for an additional 2



Fig. 1. Overview of the field site and the experiment. A: Map of the DutchWadden Sea showing the locations of the experiment (Terschelling, Ameland and Schiermonnikoog). B: Sche-
matic view of the experiment on one island (Schiermonnikoog). Each block contains 2 artificial beds (experimental units). Bed treatments are randomly distributed inside the blocks. C:
Picture of the experiment at day 1 on Schiermonnikoog. On each artificial bed, mussels were homogenously spread in 25 circles (2.5 m diameter).
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individuals whereby substrate to which the mussel byssus were at-
tached (shell material, other mussels, coir net, or other material) was
recorded.
2.3. Predation survey

Oystercatchers (Haematopus ostralegus) and crabs (Carcinus maenas)
were found to be the main predators on the experimental mussel beds,
in agreement with observations by Elner (1978), Hilgerloh et al. (1997),
Smallegange et al. (2009), and van der Zee et al. (2012). To estimate
their predation effect, oystercatchers were counted and their feeding
behavior studied on the artificial beds every two weeks over the
course of 108 days after the experimental beds were created. Each of
these survey sessions was done over the course of 5 tidal cycles
during which the average number of birds on the plots and average
individual food intake (mussels eaten/min/oystercatchers) were mea-
sured. Bird numbers on each plot were counted every 15 min during
low tide and feeding behavior of a randomly selected bird was observed
during 5 min in-between the counts. Based on these observations, the
average food intake (mussel/day) was calculated using the following
equation:

Average food intake
¼ Average number of birds individualsð Þ
� Average food intake by an individual bird mussel=bird=minð Þ
� Emergence time every day minð Þ:

On Ameland, the survey was stopped after 60 days because all the
mussels had disappeared. On the other locations, the survey continued
over the entire 108 days.

To estimate predation pressure by crabs (C. maenas), pitfall traps
were placed on the artificial beds at the end of July and beginning of Au-
gust. These traps consisted of PVC tubes (30 cm diameter, 25 cm deep),
and closed at the bottom. These were dug into the sediment within the
artificial beds. After two tides, crabs trapped in the tubes were collected
and counted. The experiment was replicated two times on Terschelling
and Schiermonnikoog. On Ameland, no data were collected since all
mussels had already gone by the end of June.
2.4. Hydrodynamic effects

To study the impact of wave action on the artificial beds, wave sen-
sors (Wave Gauge, Ocean Sensor Systems, Coral Springs, USA) were si-
multaneously placed on each location for 15 days (3 sensors on
Terschelling and Schiermonnikoog and 2 sensors on Ameland). The
height of each of the pressure loggers above the sedimentwas recorded
(10–20 cm). Bursts of pressure were collected at a sampling rate of
10 Hz for 5 min with a 5 min interval. Wave records were then proc-
essed to obtain significant wave height (mean wave height of the
highest third of the waves) for each location. Data were processed in
Matlab as per Christianen et al. (2013). Hourly weather condition data
were provided by the Royal Netherlands Meteorology Institute
(KNMI). During the deployment, wind conditions (2–6 Bft) and atmo-
spheric pressure (1009–1027 hPa) were recorded. To quantify local
and large scale hydrodynamic differences between the beds, significant
wave heights were compared between islands.

2.5. Statistics

For each statistical test, normality and homogeneity of data or resid-
uals and interaction between factors were tested beforehand. The de-
velopment of mussel cover over time was fitted to two different
models by minimizing the sum of squared residuals (ε) enabling an
analysis of mussel loss over time (t) and its proportionality to
A—Normalized area- (1) or P—Normalized perimeter- (2) of themussel
clusters.

dA
dt

¼ ε1 � A=A0 ð1Þ

dA
dt

¼ ε2 � P=P0: ð2Þ

The model best describing the mussel cover development over time
was assessed usingAkaike's Information Criterion (AIC) and performing
a log likelihood ratio test (Johnson and Omland, 2004). A Generalized
Linear Mixed Model (GLMM) was then performed on the fitted loss
rates, ε1 or εν, of the best fitting models, using island and substrate as
fixed factors, bird predation and wave height as covariates and block
as random effect. To fulfill requirements of normality, residuals were



Table 1
Summary table of the results of the different test used in this study.

Test Factor Variable Df N F/t p value

GLMM Island Cover decrease 2 18 49.15 0.00
GLMM Substrate Cover decrease 1 18 4.55 0.06
GLMM Block Cover decrease 2 18 0.56 0.6
GLMM Wave height Cover decrease 1 18 3.21 0.10
GLMM Bird number Cover decrease 1 18 0.92 0.35
GLM Island Bird 2 18 24.2 0.00
GLM Island Waves 2 18 28.16 0.00
ANOVA Substrate Attachment force 1 300 2.9 0.09
ANOVA Time Attachment force 1 300 5.2 0.02
Student test Island Crab number 1 23 1.7 0.11
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log transformed. Tukey posthoc tests were used to test for differences
between islands. The effects of location on bird numbers and wave
heightwere tested in a Generalized LinearModel (GLM),with the factor
island and the variables bird number andwave height. Differences in at-
tachment force were analyzed using an Analyses of Variance (ANOVA)
with time and substrate as factors and attachment force as dependent
variable. Attachment force data were log10 transformed for homogene-
ity and normality. As data for crab predation were only available on
Terschelling and Schiermonnikoog, a student T-test was utilized. All sta-
tistical tests were run in SPSS 22.

3. Results

3.1. Mussel bed persistence

All the artificial beds disappeared within 200 days (Fig. 2A). Local
conditions were found to have a significant effect on mussel bed persis-
tence (Table 1, p b 0.001). On Ameland, a fast and close-to-constant
decrease (−1.105 ± 0.06% per day) could be observed until the beds
disappeared after 108 days. The decline of the experimental beds on
this island was significantly faster than of the beds on the two other
islands (Tukey, p b 0.001). The survival trends on Schiermonnikoog
(−0.63 ± 0.04% per day) and Terschelling (−0.495 ± 0.03% per day)
were similar (Tukey, p = 0.22). However, on Schiermonnikoog, a
sudden disappearance of the beds occurred after 120 days. On
all locations, the loss of mussels was proportional to the perimeter
of the transplanted patches (area: AIC = −490.5, perimeter:
AIC = −649.38, χ = 317.84, p b 0.001), suggesting that the mussels
were dislodged from the edges of the patches.

Comparison of the loss of bed cover did not reveal any significant ef-
fect of substrate on the persistence of the beds (Fig. 2B). The decreasing
trend (slope)was not significantly different for the beds built on coir net
compared to the control beds (Table 1, p = 0.06). However, after
208 days, the remaining cover ofmussels on the control bedswas on av-
erage 1.3± 0.9%, while on the beds with coir fiber net an average cover
of 2.9 ± 2.4% remained.

After 2months, only 5.1± 2% of byssal threads were attached to the
coir net, showing that this substrate was poorly used by mussels. Mus-
sels were mainly attached to conspecifics (26.6–29.4% ± 3.5–3%) or to
shell material (59.8–53.5% ± 3.9–3.2%). No differences were found in
attachment force between treatments (Table 1, p= 0.09). However, at-
tachment force was found to decrease significantly over time (Table 1,
p = 0.02, Fig. 3). Mussels present on coir net showed a mean attach-
ment force of 12.09 ± 0.6 N after 36 days and 9.6 ± 0.4 N after
Fig. 2. Persistence of the artificial mussel beds over time. A: Average persistence over time per
mean ± SE).
88 days. Mussels on the control beds showed a mean attachment force
of 13.1 ± 0.7 N after 36 days of experiment and 10.04 ± 0.4 N after
88 days.
3.2. Predation survey

Significant between island differences in oystercatcher numbers
were found, with Terschelling having the highest number of oyster-
catchers (28.1 ± 1.30) compared to the other islands (Fig. 4A). On
Schiermonnikoog, the number of oystercatchers was the lowest
(2.5 ± 0.23) and on Ameland, the situation was intermediate
(16.15 ± 1.14). However, this trend was reversed in terms of feeding
efficiency. On Schiermonnikoog, the individual food intake (0.39
mussel/bird/min ± 0.09) was significantly higher than the food
intake on Terschelling (0.11 mussel/bird/min ± 0.02), with Ameland
having an intermediate position (0.19 mussel/bird/min ± 0.05). On
Schiermonnikoog, the number of oystercatchers was low but constant
with in average 2.5 ± 0.23 individuals present on the experiment. On
Terschelling andAmeland, however, the number of oystercatchers pres-
ent decreased over time. The number of mussels eaten by birds over the
entire experiment was about 2185mussels/day. Bird predation was not
found to be an explanatory variable for the rapid disappearance of the
mussels (Table 1, p = 0.35).

No significant differences in crab densities (Fig. 4B, Table 1, p =
0.11) were found. On Schiermonnikoog, 19 ± 3 crabs were trapped
around each artificial bed after 2 tides. On Terschelling, 13.3 ± 1.7
crabs were trapped. As previously mentioned in Section 2.3, no data
was collected on Ameland, as the mussel beds had already disappeared
before crab traps were deployed.
island (N= 18, mean ± SE). B: Persistence over time on the different substrates (N = 18,



Fig. 3.Average attachment force ofmussels on coir net and on baremudflat (control) after
36 and 88 days of the experiment (N = 300, mean ± S.E.).

Fig. 5.Averagewave height on the islands of Terschelling, Ameland and Schiermonnikoog.
Measurements were conducted during 15 days in average wind conditions (2–6 Bft).
Mean ± SE.
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3.3. Hydrodynamic effects

Measurements of wave forcing could not explain variation in persis-
tence between islands.Wave data clearly showed a significant decrease
of wave height along the west–east gradient (Fig. 5). These differences
did not, however, coincide with differences in persistence between
islands. Terschelling was significantly more exposed than Ameland
and Schiermonnikoog (Table 1, p b 0.001). The average significant
wave height was greatest on the western most island, Terschelling
(15.6 cm ± 0.1), decreasing eastwards with intermediate heights on
Ameland (14.1 cm±0.1 cm), and the lowest on theEasternmost island,
Schiermonnikoog (12.3 cm± 0.1 cm). Despite the obvious importance
of wave action in the decline of the mussel beds, differences in wave
forcing cannot explain why mussels disappeared faster on Ameland
compared to the other islands (Table 1, p = 0.1).
4. Discussion

The results of the mussel bed restoration experiment highlighted
the difficulty of restoration of mussel beds by means of mussel
Fig. 4. Estimation of predation on the experiment. A: Number of oystercatcher on the experim
crabs on the experiment. The counts were made on each artificial bed after 2 tides (N = 12, m
transplantation. They show thatmussels transplanted into the intertidal
mudflats were not able to persist for longer than a few months on the
experimental plots. Evenwhenmussels were providedwith an artificial
substrate for attachment, none of the beds persisted formore than a few
months. Clear differences in persistencewere found between the exper-
imental locations (islands). However, wewere unable to provide a clear
explanation of the factors limiting the persistence of themussel beds on
the intertidal mudflats. The rapid disappearance of the experimental
mussel beds was neither explained by either bird or crab predation,
nor by overall predation. Even though the importance of wave action
onmussel bed persistence has been pointed out frequently in literature
(Capelle et al., 2014), thewavemeasurements on the plots could not ex-
plain mussel bed disappearance.

Over all locations mussel loss was proportional to the perimeter of
the transplanted clusters. This suggests that hydrodynamic forces acting
on the bed edges gradually eroded individual mussels from the patches.
Upon reaching a critical minimum size, erosion caused a complete col-
lapse of the patches. These observations are further supported by data
from the aerial images. These showed a gradual disappearance of mus-
sels from the seaward edge (Fig. 6). Hence, it is most likely that exten-
sive wave action, possibly in interaction with currents, was the main
cause of the loss of the mussel beds. On Schiermonnikoog, the disap-
pearance of the beds was sudden and could not be related to any
ent. The counts were made every 5 min during a tide (N= 18, mean ± SE). B: Number of
ean ± SE).



Fig. 6. Evolution of mussel covers over time. One artificial bed by islandwas chosen as an example on this figure. The pictures suggest that mussels gradually disappear from the seaward
edge of the beds.
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storm events. Even though these areas were closed for boat activity, the
sudden disappearance can only be explained by human activity.

The results revealed that coir nets, provided as an artificial substrate,
had little effect on mussel persistence. Mussels made little use of the
substrate and no difference in attachment force or persistence ofmussel
patches was found between beds built on the net or on bare sediment.
This could potentially be explained by the rapid burial of the coir net un-
derneath 2–3 cm of sediment prior to placement of mussels on the plot.
This burialwas likely the result of the combined effect of lugwormactiv-
ity and sedimentation. The consequence of this burialwas the inaccessi-
bility of the net for the epibyssal mussels that tend to interact with
materials directly accessible at the surface, particularlywhen generating
new byssus attachment, as was the case here. Although artificial sub-
strates, such as coir net, concrete mats were successfully used in man-
grove and coral restoration (Clark and Edwards, 1995; Hashim et al.,
2010), using coir net as an artificial substrate for mussel bed restoration
on sediment proved to be of little use. During our experiment, the coir
substrate was vulnerable to burial by sediment as a result of water cur-
rent, wave action and/or bioturbation. These effects could be avoided by
placing the mussels on the bed immediately after placement of the net.
In this case, mussels would have had the opportunity to become at-
tached to the coir before burial in sediment allowing more secure an-
chorage to be achieved.

Although many studies have pointed to bird and crab predation as a
result of major limitation on mussel bed persistence (Hilgerloh et al.,
1997; Nehls et al., 1997), predation rate in the present study was low
and did not seem to be the main cause of rapid collapse of the experi-
mental beds. The predation pressure by oystercatchers (around 0.03%/
day over the entire experiment) was low compared to the total amount
of mussels present on the experimental beds. This low predation pres-
sure might be explained by the size of mussels used in the experiment.
On natural mussel beds, small mussels are usually more vulnerable to
predation. Most of the mussels that were used to create the restoration
plots were larger than 5 cmpotentiallymaking themmore difficult pray
to handle than those the birds are accustomed to on natural intertidal
beds where mussels are on average under 5 cm (Hilgerloh et al., 1997;
Smallegange et al., 2009).

Although the survey of crab densities did not allow us to quantify
predation, comparison between two islands was possible. The results
of the survey showed no differences between the number of crabs pres-
ent on Schiermonnikoog and Terschelling. The role of crab predation is
likely to have been low, since the size of mussels used in our artificial
beds (5.4 cm ± 6 cm). This is greater than the size mussels require to
achieve refuge from crab predation (4 cm) (Kraeuter and Castagna,
2001; Leonard et al., 1999).

Differences inwave forcing could not sufficiently explain differences
in mussel persistence either. The mussel beds persisted longer at
Terschelling (west) and at Schiermonnikoog (east) compared to
Ameland (Middle). However, the hydrodynamicmeasurements suggest
a west–east gradient in intensity of wave action, being strongest at
Terschelling and weakest at Schiermonnikoog. Since both the number
of birds andwave heightswere the highest on Terschelling and the low-
est on Schiermonnikoog, the lower mussel bed persistence on Ameland
cannot be explained by predation or the general wave conditions. It is
likely that other parameters not taken into account here, like current ve-
locity, or food availability may provide insight into the losses. Impor-
tantly, while no storms were recorded during the experimental
period, extreme events, like localized storms, were not taken into
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account. Since waves in the Wadden Sea are locally generated (Donker
et al., 2013), and since the specific conditionswith regard towave orien-
tation can play a determinant role in erosion, the transplantation failure
may not necessarily be linearly related to the average conditions. In the
past, other studies have suggested that in the Wadden Sea, mussels
seem to recover better in the East than in the West (Brinkman et al.,
2002; Folmer et al., 2014). These papers suggest the gradient of recovery
was influenced by both higher hydrodynamic stress and by a higher
number of birds in the Western Wadden Sea, neither of which were
found to be significant in this study. However, the hydrodynamic mea-
surements, done under average weather conditions (wind force 2–
6 Bft), did not provide information about wave forcing during more se-
vere wind conditions. Extended monitoring periods capturing local
stormsmight have been key to understanding the relationship between
wave forcing and bed persistence.

While external factors did not provide us with a satisfactory expla-
nation for the limited success of the experiment, intrinsic factors, such
as the use of subtidal mussels for transplantation likely played an im-
portant part. A previous pilot study showed that mussels sourced from
an intertidal site quickly attached to the coir net. Moreover, three
other one m2 pilot plots again using intertidal mussels, close to the
bed of Schiermonnikoog, persisted for over 2 years before disappearing.
As it makes little sense to restore one intertidal mussel bed by
destroying another, the mussels used for this experiment were sourced
from a subtidal bed. Such translocation of organisms has been exten-
sively used in restoration projects (Bajomi et al., 2010; Bolden and
Brown, 2002; Fariñas-Franco and Roberts, 2014; Fariñas-Franco et al.,
2013). However, mussels exhibit extensive phenotypic variation,
which can limit restoration success (Seed, 1968; Fariñas‐Franco et al.,
2014). Subtidal mussels are less adapted to intertidal conditions. In in-
tertidal areas, mussels experience extensive wave action directly after
settlement, while in subtidal ecosystems, predation by starfish is the
most important cause of mortality (Saier, 2001). Consequently, subtidal
mussels might have morphological and behavioral adaptations that are
disadvantageous to survival in intertidal environments. These differ-
ences may explain why the mussels did not successfully attach to coir
net on the plots. The presence of natural mussel beds in the proximity
of the experiments on each island, suggests that the failure of mussel
restorationwas, at least in part due tomaladaptation of subtidalmussels
to the conditions they face on intertidal flats.

While the density used on the plots was similar to the density found
on natural mussel beds in the Wadden Sea, the beds faced significant
losses already at the start of the experiment. Thus the remaining density
on the experimental plots would be lower than what might be found in
a natural bed and might have been too low to allow persistence of the
bed. The use of a higher initial density of mussels (allowing for initial
losses) might increase the chances of success of such an experiment.
In addition to local patch density, the relatively low coverage used (in
part due to logistical limitations), meant that the surface area to edge
ratio was relatively low. Since erosion of mussels occurred primarily
along patch edges, the high rate of loss may have been exacerbated by
a greater number of mussels being located on patch edges.

Although restoration of coastal communities by transplantation
proves challenging, the use of recruits to rebuild a new population
could be considered as a fruitful alternative. In theWadden Sea, a recent
study showed that predation and lack of suitable substrate are limiting
mussel-spat establishment (van der Heide et al., 2014). The use of arti-
ficial biodegradable structures, which could be used by mussel recruits
both as settlement substrate and for protection from predation, may
provide a more promising avenue for restoration. However, further in-
vestigations and pilot studies are needed to test how to implement
such a strategy to restore mussel beds in a dynamic coastal system.
Our study may provide interesting prospects for successful restoration
of mussel beds in the future, both in theWadden Sea and in other inter-
tidal systems. Moreover, guidelines have been recently published on bi-
valve restoration that can be helpful in designing new techniques of
mussel bed restoration (Baine, 2001; Pérez et al., 2012). Hence, there
may still be interesting prospects for success restoration of mussel
beds in the future, both in the Wadden Sea and in other intertidal sys-
tems. This viewpoint corroborated with recently published guidelines
on bivalve restoration that can be helpful in designing new techniques
of mussel bed restoration (Baine, 2001; Pérez et al., 2012).

Acknowledgments

Wewould like to thank Oliver Jewell, for correcting the syntax of the
paper, and all the volunteers fromNatuurmonumenten, Staatsbosbeheer
for their help with setting up the experiment. This work was part of
“Waddensleutels project” and was founded by the “Waddenfonds”. We
also would like to acknowledge the two anonymous reviewers for
their valuable comments and suggestion that improve the manuscript.

References

Badalamenti, F., Carlo, G., D'Anna, G., Gristina, M., Toccaceli, M., 2006. Effects of dredging
activities on population dynamics of Posidonia oceanica (L.) Delile in the Mediterra-
nean Sea: the case study of Capo Feto (SW Sicily, Italy). Hydrobiologia 555, 253–261.

Baine, M., 2001. Artificial reefs: a review of their design, application, management and
performance. Ocean Coast. Manag. 44, 241–259.

Bajomi, B., Pullin, A.S., Stewart, G.B., Takács-Sánta, A., 2010. Bias and dispersal in the ani-
mal reintroduction literature. Oryx 44, 358–365.

Bartol, I.K., Mann, R., 1997. Small-scale settlement patterns of the oyster Crassostrea
virginica on a constructed intertidal reef. Bull. Mar. Sci. 61, 881–897.

Bell, E.C., Gosline, J.M., 1997. Strategies for life in flow: tenacity, morphometry, and prob-
ability of dislodgment of two Mytilus species. Mar. Ecol. Prog. Ser. 159, 197–208.

Beukema, J.J., 1976. Biomass and species richness of the macro-benthic animals living on
the tidal flats of the Dutch Wadden Sea. Neth. J. Sea Res. 10, 236–261.

Beukema, J.J., 1993. Increased mortality in alternative bivalve prey during a period when
the tidal flats of the Dutch Wadden Sea were devoid of mussels. Neth. J. Sea Res. 31,
395–406.

Bolam, S.G., Fernandes, T.F., 2003. Dense aggregations of Pygospio elegans (Claparede): ef-
fect on macrofaunal community structure and sediments. J. Sea Res. 49, 171–185.

Bolden, S.R., Brown, K.M., 2002. Role of stream, habitat, and density in predicting translo-
cation success in the threatened Louisiana pearlshell, Margaritifera hembeli (Conrad).
J. N. Am. Benthol. Soc. 21, 89–96.

Borsje, B.W., van Wesenbeeck, B.K., Dekker, F., Paalvast, P., Bouma, T.J., van Katwijk, M.M.,
de Vries, M.B., 2011. How ecological engineering can serve in coastal protection. Ecol.
Eng. 37, 113–122.

Bouma, T., Olenin, S., Reise, K., Ysebaert, T., 2009. Ecosystem engineering and biodiversity
in coastal sediments: posing hypotheses. Helgol. Mar. Res. 63, 95–106.

Brierley, A.S., Kingsford, M.J., 2009. Impacts of climate change on marine organisms and
ecosystems. Curr. Biol. 19, R602–R614.

Brinkman, A.G., Dankers, N., van Stralen, M., 2002. An analysis of mussel bed habitats in
the Dutch Wadden Sea. Helgol. Mar. Res. 56, 59–75.

Byers, J.E., Cuddington, K., Jones, C.G., Talley, T.S., Hastings, A., Lambrinos, J.G., Crooks, J.A.,
Wilson, W.G., 2006. Using ecosystem engineers to restore ecological systems. Trends
in Ecology &amp. Evolution 21, 493–500.

Capelle, J.J., Wijsman, J.W., Schellekens, T., van Stralen, M.R., Herman, P.M., Smaal, A.C.,
2014. Spatial organisation and biomass development after relaying of mussel seed.
J. Sea Res. 85, 395–403.

Carls, M.G., Harris, P.M., Rice, S.D., 2004. Restoration of oiled mussel beds in Prince Wil-
liam Sound, Alaska. Mar. Environ. Res. 57, 359–376.

Christianen, M.J.A., van Belzen, J., Herman, P.M.J., van Katwijk, M.M., Lamers, L.P.M., van
Leent, P.J.M., Bouma, T.J., 2013. Low-canopy seagrass beds still provide important
coastal protection services. PloS One 8.

Christianen,M.J., Herman, P.M., Bouma, T.J., Lamers, L.P., van Katwijk, M.M., van der Heide,
T., Mumby, P.J., Silliman, B.R., Engelhard, S.L., van de Kerk, M., 2014. Habitat collapse
due to overgrazing threatens turtle conservation in marine protected areas. Proc. R.
Soc. B Biol. Sci. 281, 20132890.

Clark, S., Edwards, A.J., 1995. Coral transplantation as an aid to reef rehabilitation: evalu-
ation of a case study in the Maldive Islands. Coral Reefs 14, 201–213.

Clark, S., Edwards, A.J., 1999. An evaluation of artificial reef structures as tools for marine
habitat rehabilitation in the Maldives. Aquat. Conserv. Mar. Freshwat. Ecosyst. 9,
5–21.

Cocito, S., 2004. Bioconstruction and biodiversity: their mutual influence. Sci. Mar. 68,
137–144.

Crain, C.M., Bertness, M.D., 2006. Ecosystem engineering across environmental gradients:
implications for conservation and management. Bioscience 56, 211–218.

Dame, R., Prins, T., 1997. Bivalve carrying capacity in coastal ecosystems. Aquat. Ecol. 31,
409–421.

Dankers, N., Koelemaij, K., 1989. Variations in the mussel population of the Dutch
Wadden Sea in relation to monitoring of other ecological parameters. Helgol. Mar.
Res. 43, 529–535.

Dankers, N., Zuidema, D., 1995. The role of the mussel (Mytilus edulis; L.) and mussel cul-
ture in the Dutch Wadden Sea. Estuar. Coasts 18, 71–80.

Dijkema, K.S., 1991. Towards a habitat map of the Netherlands, German and Danish
Wadden Sea. Ocean Shoreline Manag. 16, 1–21.

http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0005
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0005
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0005
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0010
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0010
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0015
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0015
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0020
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0020
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0025
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0025
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0030
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0030
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0035
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0035
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0035
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0040
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0040
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0045
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0045
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0045
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0050
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0050
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0055
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0055
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0060
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0060
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0335
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0335
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0070
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0070
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0075
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0075
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0080
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0080
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0090
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0090
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0085
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0085
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0085
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0095
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0095
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0100
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0100
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0100
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0105
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0105
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0110
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0110
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0115
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0115
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0120
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0120
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0120
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0125
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0125
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0130
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0130


49H. de Paoli et al. / Journal of Sea Research 103 (2015) 42–49
Directive, E.H., 1992. Consolidated Text. Office for Official Publication of the European
Union. CONSLEG: 1992LOO43-01.05.

Donker, J.J.A., van der Vegt, M., Hoekstra, P., 2013. Wave forcing over an intertidal mussel
bed. J. Sea Res. 82, 54–66.

Durant, J.M., Hjermann, D.Ø., Ottersen, G., Stenseth, N.C., 2007. Climate and the match or
mismatch between predator requirements and resource availability. Clim. Res. 33,
271–283.

Edgar, G.J., Samson, C.R., 2004. Catastrophic decline in Mollusc diversity in Eastern
Tasmania and its concurrence with shellfish fisheries. Conserv. Biol. 18, 1579–1588.

Eklof, J.S., van der Heide, T., Donadi, S., van der Zee, E.M., O'Hara, R., Eriksson, B.K., 2011.
Habitat-mediated facilitation and counteracting ecosystem engineering interactively
influence ecosystem responses to disturbance. PloS One 6.

Elner, R.W., 1978. The mechanics of predation by the shore crab, Carcinus maenas (L.), on
the edible mussel, Mytilus edulis. Oecologia 36, 333–344.

Eriksson, B.K., van der Heide, T., van de Koppel, J., Piersma, T., van der Veer, H.W., Olff, H.,
2010. Major changes in the ecology of the Wadden Sea: human impacts, ecosystem
engineering and sediment dynamics. Ecosystems 13, 752–764.

Fariñas-Franco, J.M., Roberts, D., 2014. Early faunal successional patterns in artificial reefs
used for restoration of impacted biogenic habitats. Hydrobiologia 727, 75–94.

Fariñas-Franco, J.M., Allcock, L., Smyth, D., Roberts, D., 2013. Community convergence and
recruitment of keystone species as performance indicators of artificial reefs. J. Sea Res.
78, 59–74.

Fariñas‐Franco, J.M., Sanderson, W.G., Roberts, D., 2014. Phenotypic differences may limit
the potential for habitat restoration involving species translocation: a case study of
shape ecophenotypes in different populations of Modiolus modiolus (Mollusca:
Bivalvia). Aquat. Conserv. Mar. Freshwat. Ecosyst.

Folmer, E.O., Drent, J., Troost, K., Büttger, H., Dankers, N., Jansen, J., van Stralen, M., Millat,
G., Herlyn, M., Philippart, C.J., 2014. Large-scale spatial dynamics of intertidal mussel
(Mytilus edulis L.) bed coverage in the German and Dutch Wadden Sea. Ecosystems
17, 550–566.

Fonseca, M.S., Kenworthy, W.J., Thayer, G.W., 1998. Guidelines for the Conservation and
Restoration of Seagrasses in the United States and Adjacent Waters. US Department
of Commerce, National Oceanic and Atmospheric Administration, Coastal Ocean Of-
fice, p. 222.

Fortes, M.D., 1991. Seagrass-mangrove ecosystems management: a key to marine coastal
conservation in the ASEAN region. Mar. Pollut. Bull. 23, 113–116.

Geraldi, N.R., Simpson, M., Fegley, S.R., Holmlund, P., Peterson, C.H., 2013. Addition of ju-
venile oysters fails to enhance oyster reef development in Pamlico Sound. Mar. Ecol.
Prog. Ser. 480, 119–129.

Green, E.E.P., Short, F.T., 2003. World Atlas of Seagrasses. University of California Pr.
Gross, F., Smyth, J.C., 1946. The decline of oyster populations. Nature 157, 540–542.
Halpern, B.S., Silliman, B.R., Olden, J.D., Bruno, J.P., Bertness, M.D., 2007. Incorporating pos-

itive interactions in aquatic restoration and conservation. Front. Ecol. Environ. 5,
153–160.

Halpern, B.S., Walbridge, S., Selkoe, K.A., Kappel, C.V., Micheli, F., D'Agrosa, C., Bruno, J.F.,
Casey, K.S., Ebert, C., Fox, H.E., Fujita, R., Heinemann, D., Lenihan, H.S., Madin, E.M.P.,
Perry, M.T., Selig, E.R., Spalding, M., Steneck, R., Watson, R., 2008. A global map of
human impact on marine ecosystems. Science 319, 948–952.

Hashim, R., Kamali, B., Tamin, N.M., Zakaria, R., 2010. An integrated approach to coastal
rehabilitation: mangrove restoration in Sungai Haji Dorani, Malaysia. Estuar. Coast.
Shelf Sci. 86, 118–124.

Hiddink, J.G., 2003. Effects of suction-dredging for cockles on non-target fauna in the
Wadden Sea. J. Sea Res. 50, 315–323.

Higler, L., Dankers, N., Smaal, A., Jonge, V.d., 1998. Evaluatie van de ecologische
effecten van het reguleren van schelpdiervisserij in Waddenzee en Delta op
bodemorganismen en vogels.

Hilgerloh, G., Herlyn, M., Michaelis, H., 1997. The influence of predation by herring gulls
Larus argentatus and oystercatchers Haematopus ostralegus on a newly established
mussel Mytilus edulis bed in autumn and winter. Helgoländer Meeresun. 51,
173–189.
Jackson, J.B.C., Kirby, M.X., Berger, W.H., Bjorndal, K.A., Botsford, L.W., Bourque, B.J.,
Bradbury, R.H., Cooke, R., Erlandson, J., Estes, J.A., Hughes, T.P., Kidwell, S., Lange,
C.B., Lenihan, H.S., Pandolfi, J.M., Peterson, C.H., Steneck, R.S., Tegner, M.J., Warner,
R.R., 2001. Historical overfishing and the recent collapse of coastal ecosystems. Sci-
ence 293, 629–637.

Johnson, J.B., Omland, K.S., 2004. Model selection in ecology and evolution. Trends Ecol.
Evol. 19, 101–108.

Kraeuter, J.N., Castagna, M., 2001. Biology of the Hard Clam. Gulf Professional Publishing.
Lenihan, H.S., Peterson, C.H., 1998. How habitat degradation through fishery disturbance

enhances impacts of hypoxia on oyster reefs. Ecol. Appl. 8, 128–140.
Leonard, G.H., Bertness, M.D., Yund, P.O., 1999. Crab predation, waterborne cues, and in-

ducible defenses in the blue mussel, Mytilus edulis. Ecology 80, 1–14.
Lotze, H.K., Lenihan, H.S., Bourque, B.J., Bradbury, R.H., Cooke, R.G., Kay, M.C., Kidwell, S.M.,

Kirby, M.X., Peterson, C.H., Jackson, J.B., 2006. Depletion, degradation, and recovery
potential of estuaries and coastal seas. Science 312, 1806–1809.

Luckenbach, M.W., Coen, L.D., Ross, P.G., Stephen, J.A., 2005. Oyster reef habitat restora-
tion: relationships between oyster abundance and community development based
on two studies in Virginia and South Carolina. J. Coast. Res. 64–78.

McLeod, I.M., Parsons, D.M., Morrison, M.A., Le Port, A., Taylor, R.B., 2012. Factors affecting
the recovery of soft-sediment mussel reefs in the Firth of Thames, New Zealand. Mar.
Freshw. Res. 63, 78–83.

Nehls, G., Hertzler, I., Scheiffarth, G., 1997. Stable mussel (Mytilus edulis) beds in the
Wadden Sea—they're just for the birds. Helgol. Mar. Res. 51, 361–372.

Pérez, I., Anadón, J.D., Díaz, M., Nicola, G.G., Tella, J.L., Giménez, A., 2012. What is wrong
with current translocations? A review and a decision-making proposal. Front. Ecol.
Environ. 10, 494–501.

Peterson, C.H., Grabowski, J.H., Powers, S.P., 2003. Estimated enhancement of fish produc-
tion resulting from restoring oyster reef habitat: quantitative valuation. Mar. Ecol.
Prog. Ser. 264, 249–264.

Piersma, T., Koolhaas, A., Dekinga, A., Beukema, J.J., Dekker, R., Essink, K., 2001. Long-term
indirect effects of mechanical cockle-dredging on intertidal bivalve stocks in the
Wadden Sea. J. Appl. Ecol. 38, 976–990.

Saier, B., 2001. Direct and indirect effects of seastars Asterias rubenson mussel beds
(Mytilus edulis) in the Wadden Sea. J. Sea Res. 46, 29–42.

Schulte, D.M., Burke, R.P., Lipcius, R.N., 2009. Unprecedented restoration of a native oyster
metapopulation. Science 325, 1124–1128.

Seed, R., 1968. Factors influencing shell shape in the mussel Mytilus edulis. J. Mar. Biol.
Assoc. U. K. 48, 561–584.

Smallegange, I.M., van Noordwijk, C.G.E., van der Meer, J., van der Veer, H.W., 2009. Spa-
tial distribution of shore crabs Carcinus maenas in an intertidal environment in rela-
tion to their morphology, prey availability and competition. Mar. Ecol. Prog. Ser. 392,
143–155.

Suding, K.N., 2011. Toward an era of restoration in ecology: successes, failures, and oppor-
tunities ahead. Annu. Rev. Ecol. Evol. Syst. 42, 465–487.

van der Heide, T., Tielens, E., van der Zee, E.M., Weerman, E.J., Holthuijsen, S., Eriksson,
B.K., Piersma, T., van de Koppel, J., Olff, H., 2014. Predation and habitat modification
synergistically interact to control bivalve recruitment on intertidal mudflats. Biol.
Conserv. 172, 163–169.

van der Zee, E., van der Heide, T., Donadi, S., Eklöf, J., Eriksson, B., Olff, H., Veer, H., Piersma,
T., 2012. Spatially extended habitat modification by intertidal reef-building bivalves
has implications for consumer–resource interactions. Ecosystems 15, 664–673.

wa Kangeri, A.K., Jansen, J.M., Barkman, B.R., Donker, J.J.A., Joppe, D.J., Dankers, N.M.J.A.,
2014. Perturbation induced changes in substrate use by the blue mussel, Mytilus
edulis, in sedimentary systems. J. Sea Res. 85, 233–240.

Whitman, J.D., Suchanek, T.H., 1984. Mussels in flow: drag and dislodgement by epizoans.
Mar. Ecol. Prog. Ser. 16, 259–268.

http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0340
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0340
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0345
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0345
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0140
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0140
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0140
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0145
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0145
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0150
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0150
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0155
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0155
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0160
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0160
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0170
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0170
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0165
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0165
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0165
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0350
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0350
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0350
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0350
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0180
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0180
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0180
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0355
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0355
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0355
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0355
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0190
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0190
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0195
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0195
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0195
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0200
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0205
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0210
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0210
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0210
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0215
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0215
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0220
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0220
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0220
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0225
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0225
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0360
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0360
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0360
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0230
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0230
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0230
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0230
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0235
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0235
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf9000
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf9000
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0240
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0245
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0245
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0250
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0250
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0255
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0255
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0260
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0260
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0260
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0265
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0265
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0265
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0270
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0270
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0275
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0275
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0275
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0280
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0280
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0280
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0285
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0285
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0285
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0290
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0290
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0295
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0295
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0300
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0300
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0305
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0305
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0305
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0305
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0310
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0310
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0315
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0315
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0315
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0320
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0320
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0365
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0365
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0330
http://refhub.elsevier.com/S1385-1101(15)30004-6/rf0330

	Processes limiting mussel bed restoration in the Wadden-�Sea
	1. Introduction
	2. Materials and methods
	2.1. Experimental set up
	2.2. Mussel bed persistence
	2.3. Predation survey
	2.4. Hydrodynamic effects
	2.5. Statistics

	3. Results
	3.1. Mussel bed persistence
	3.2. Predation survey
	3.3. Hydrodynamic effects

	4. Discussion
	Acknowledgments
	References


