
S P E C I A L I S S U E A R T I C L E

Return of the native: Survival, growth and condition of
European oysters reintroduced to German offshore waters

Verena Merk | Bérenger Colsoul | Bernadette Pogoda

Alfred Wegener Institute Helmholtz Centre for

Polar and Marine Research, Bremerhaven,

Germany

Correspondence

Verena Merk, Alfred Wegener Institute

Helmholtz Centre for Polar and Marine

Research, Bremerhaven, Germany.

Email: verena.merk@awi.de

Funding information

Federal Agency for Nature Conservation (BfN),

Grant/Award Number: FKZ 3516892001

Abstract

1. The European oyster (Ostrea edulis) is under significant threat across its natural

distribution range and even functionally extinct in some regions, such as in the

German North Sea. Due to its ecological significance in terms of biodiversity and

other ecosystem services, the species, and the habitat it provides, are defined as

highly endangered by the OSPAR Convention.

2. Restoration measures are gaining momentum in Europe and conclusive

recommendations for large-scale biogenic reef restoration are relevant for exam-

ple within the Marine Strategy Framework Directive and the Habitats Directive.

3. This study examined whether present-day environmental conditions of sublittoral

offshore waters are ecologically suitable for the return of European oysters. Seed

oysters (shell length �2 mm) were deployed in cages in offshore field experiments

in 10–26 m water depth.

4. Survival, growth, and condition were investigated over the course of 2 years.

Survival was high, even over winter. Growth was excellent, with oysters reaching

a mean length of 55.0 ± 7.2 mm shell length and 19.2 ± 6.1 g wet weight after

2 years.

5. The formation of firmly aggregated oysters was observed and confirms O. edulis

as a reef-building species.

6. The overall condition of oysters in the field was excellent, identified by high

condition indices and early reproductive activity.

7. These findings are highly relevant for future restoration measures in the North

Sea as they confirm that present-day environmental conditions and small,

hatchery-produced seed oysters are suitable of supporting sustainable and

successful restoration efforts even in sublittoral offshore waters.
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1 | INTRODUCTION

Worldwide, oyster reefs and beds are among the most endangered

habitats, with over 85% already lost (Beck et al., 2009). Not only is

this an issue for the oyster species under threat, but it has severe

ecosystem consequences, as the three-dimensional, biogenic oyster

reefs play a significant ecological role by providing crucial ecosystem

functions. The structural features of oyster reefs serve as shelter,

spawning ground, settlement substrate, and food source for many

different species (Coen et al., 2007). Moreover, oysters remove large

amounts of suspended material by filter-feeding and enhance

bentho-pelagic coupling (Austen, 2011).

Due to their substantial ecological value, oyster reefs are listed

among the most important marine key-habitats for ecological

restoration (Sanjeeva Raj, 2008). Conservation and restoration efforts

of oyster habitats have been undertaken around the world (Beck

et al., 2011; Pogoda, 2019). Following the principles of ecological

restoration, a full recovery of the ecosystem aims to create and

enhance resilient, dynamic oyster reefs within their historical

distribution (Gann et al., 2019).

In Europe, oyster restoration efforts are focusing on the native

European oyster Ostrea edulis, historically highly abundant in the

North-east Atlantic coastal and shelf seas as well as in parts of the

Mediterranean and the Black Sea (Duchêne, Bernard, &

Pouvreau, 2015; Fariñas-Franco et al., 2018; Kennedy & Roberts,

1999; Pogoda, 2019; Smaal, Kamermans, van der Have, Engelsma, &

Sas, 2015; Todorova, Micu, & Klisurov, 2009). The main stressors

have been anthropogenic changes of the habitat (such as pollution

and eutrophication) and overexploitation (Lotze et al., 2005;

Wolff, 2000). Since Roman times, O. edulis has always been part of

the human diet and as such subject of intense fisheries (Günther,

1897). With the development of more efficient fishing techniques,

fishery pressure on populations increased substantially and most

stocks were overexploited. Oyster reefs also suffered from the

removal of shell substrate by bottom trawling (Hagmeier &

Kändler, 1927) thus denying larvae of suitable settlement substrates

to maintain self-sustaining populations in these degraded habitats.

Additionally, the common practice of oyster translocations to

compensate for declining landings brought invasive diseases and

resulted in mass mortalities caused by Bonamiosis and Marteiliosis

(Berthe, Le Roux, Adlard, & Figueras, 2004; Bromley, McGonigle,

Ashton, & Roberts, 2016; Culloty & Mulcahy, 2007). Data on historical

distribution, stock size, composition, and reef structure, are available

from fishery reports only (Thurstan, Hawkins, Raby, & Roberts, 2013).

However, since fishery reports are not fully comprehensive and do

not reflect an undisturbed condition of the ecosystem, the baseline

for restoring oyster reefs is biased (Pogoda, 2019).

In German waters, the native oyster has been functionally extinct

since the 1950s (OSPAR, 2009). Oyster beds were present in coastal

areas, the tidal channels of the North and East Frisian Wadden Sea

(Neudecker, 1990) as well as in offshore, subtidal areas around

Helgoland (Caspers, 1950), and further offshore extending into the

North Sea as large-scale oyster beds in 20–50 m water depth

(Möbius, 1877) (Figure 1). Overexploitation began in coastal regions

and expanded into deep water to the 21,000 km2 offshore oyster

ground and the Helgoland oyster bed (Neudecker, 1990). While

coastal oyster beds and the Helgoland oyster bed were well-studied

(Hagmeier & Kändler, 1927; Möbius, 1877), less is known about the

offshore oyster ground. Based on landings, they were assumed to be

at least 100–1,000 times bigger than coastal and Helgoland stocks,

covering the sea floor and forming oyster clumps or ‘coarse oysters’

(Gercken & Schmidt, 2014). Furthermore the location and the

development of the decline of the stocks in the Wadden Sea and

around Helgoland imply that deeper oyster beds may have been an

important factor in sustaining the coastal and Helgoland oyster beds

by releasing significant amounts of larvae that recruited there

(Berghahn & Ruth, 2005; Caspers, 1950). Historically, oyster reefs

were the biggest biogenic structure on the otherwise unstructured

sea floor of the North Sea, providing habitat for a rich species

community and creating hotspots of biodiversity (Möbius, 1871;

Pogoda, 2019).

The OSPAR Convention lists O. edulis as a threatened species and

habitat, worthy of protection and conservation. The EU Habitats

Directive and the Marine Strategy Framework Directive put particular

emphasis on the protection and conservation of biogenic reefs,

e.g. oyster reefs. For successful restoration, the suitability of the biotic

and abiotic environment needs to be tested at adequate scales

(Seddon, Armstrong, & Maloney, 2007). Best practice excludes the

translocation of oysters from foreign water bodies to avoid introduc-

ing invasive species and diseases, and further depletion of wild

populations (Bromley et al., 2016; Jeffs, Hancock, zu Ermgassen, &

Pogoda, 2019; Pogoda et al., 2019). European restoration efforts are

mainly addressing coastal oyster beds (Ashton & Brown, 2009; Har-

ding, Nelson, & Glover, 2016; Smaal et al., 2015). Studies on

reintroducing O. edulis to the deeper offshore regions of the North

Sea have not been conducted so far. Those areas differ significantly in

their environmental parameters from areas within the coastal influ-

ence (Frohse et al., 2016). Offshore areas are more stable concerning

salinity and temperature and are less influenced by nutrient transpor-

tation from the adjacent land (Rees, Eggleton, & Rachor, 2007). Most

recent trials on the performance of O. edulis in the German North Sea

were carried out in hanging cultures close to the surface and indicated

offshore sites as suitable for O. edulis (Pogoda, Buck, & Hagen, 2011).

The aim of this paper is to confirm that sublittoral environmental con-

ditions in the German North Sea are suitable for the reintroduction of

the native European oyster, by investigating the offshore performance

of oysters in seabed cages. Novel field experiments were conducted

in sublittoral waters to test survival, growth, and condition of juvenile

oysters and to provide relevant information for the practical imple-

mentation of future restoration efforts.

2 | MATERIAL AND METHODS

In this study, 3-month-old European oysters were exposed to in-situ

conditions in areas where the species is classified as functionally
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extinct, to investigate the restoration potential by assessing survival,

growth, and condition over 2 years. For logistical reasons, oysters

were deployed in cages, and factors such as predation and sediment

dynamics were not investigated.

2.1 | Study area

The field experiments were conducted at three offshore study sites in

the German North Sea (Figure 1), located within the range of historical

oyster beds, 25 NM off the German Coast.

The first study site was located at 54�23.80N 007�46.30E in the

security zone of an offshore wind farm (WF, Meerwind SüdjOst,

WindMW GmbH) at 25 m water depth (all depth data at mean high

water). The second and third study sites were located at 54�12.80N

007�49.80E at 26 m water depth (HD) and 54�11.60N 007�52.80E near

Helgoland at 10 m water depth (HS); both sites within the marine

protected area (MPA) ‘Helgoländer Felssockel’. In comparison to the

offshore study sites WF and HD, HS was classified as semi-offshore

due to its proximity to the island Helgoland and its shallower water

depth (Table 1). The sediment type of the sea bottom was sand and

occasionally stones at all study sites. Details on the selected offshore

study sites are provided inTable 1.

2.2 | Origin of test animals

Seed oysters of 2-mm shell length were obtained from a hatchery,

hatched and reared in sterilized sea water (Marinove, France). Addi-

tionally, a health certificate was issued by GIP LABOCEA (Ploufragan,

F IGURE 1 (a) Historical
distribution of native European
oysters in the German Bight and
marine protected areas under
Natura 2000 and national
legislation (AWI/BfN). (b) Island
of Helgoland and offshore study
sites in the German Bight:
Windfarm (WF), Helgoland deep

(HD), and Helgoland shallow
(HS), dashed line: German
Economic Exclusive Zone
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France). Seed oysters were purchased once and cultivated on Helgo-

land for later use in a controlled continuous flow-through system with

filtered North Sea water (18 μm, unsterilized, at 14�C), with minimum

food (Rhodomonas salina) to avoid significant growth in the lab.

2.3 | Experimental design and sampling

Metal cage constructions were moored at the sea floor, connected to

marker buoys. The solid cage set up allowed the attachment of light-

weight oyster baskets (6 mm mesh size, 15-L baskets, 600 ×

140 × 260 mm, SEAPA). Cages were hanging �0.5 m above the sea

floor and excluding potential predators. Deployment, recovery, rede-

ployment, and maintenance was conducted by scientific divers.

Seed oysters were deployed at site WF in May 2017 (Group 1)

and August 2017 (Group 2). Group 3 was deployed in October 2017 at

site HS. Due to logistical reasons, Group 1 and 2 were moved to site

HD in April 2018. Group 4 was deployed at site HD in April 2018. Each

group started with 6,000 seed oysters, sorted into 10 mesh bags

(mesh size <2 mm) within two oyster baskets (200,000

individuals/m3). In the course of the experiment, bigger oysters

(>10 mm) were taken out of the mesh bags and kept loosely in the

oyster baskets. The number of oyster baskets for each group was

increased according to the growth of the oysters.

Measurement and collection of subsamples from each group were

carried out at least once in spring, summer, and autumn of 2017 and

2018 and in spring 2019. Recovered oyster baskets were transferred

to the research vessels. Handling time was kept to a minimum and col-

lected oysters were kept in flow-through systems using natural sea

water. Subsamples (N ≥ 20) for analysis on weight and condition index

(CI) were kept in the lab; remaining oysters were re-deployed to the

respective study sites after growth measurements were taken.

2.4 | Analysis of growth, CI, mortality, and
reproduction activity

Growth was examined as an increase in shell length (SL, umbo hinge

to longest edge) and dry mass meat (DM) between sampling events.

SL was measured to the closest 0.1 mm. For each group and sampling,

N ≥ 200 oysters were measured. Daily growth was calculated by

dividing the increase in shell length between sample dates by the days

passed between samplings. For subsamples (N ≥ 20), total wet weight,

to the closest 0.1 mg, was determined individually, before dis-

section and storage at −80�C. During dissection, oysters were visually

inspected for signs of reproduction, which were recorded and docu-

mented. Samples were then dry frozen (24 h, Alpha 1–4 LSC, Christ).

DM and dry mass shell (DMS) were measured to the closest 0.1 μg

(MSA2.7S-000-DM Cubis Ultra Micro Balance, Sartorius) for the indi-

vidual CI calculation (Davenport & Chen, 1987; Walne &

Mann, 1975). Oysters were deployed as single seeds and during the

course of the experiment inspected for the formation of permanently

aggregated oyster clusters of two or more oysters caused byT
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individual shell growth. Survival was estimated by counting alive oys-

ters in mesh bags and oyster baskets. If counting of total animals per

oyster basket was not possible (due to high numbers of individuals

and time limitation between diving intervals), subsamples or oysters in

randomly selected meshes were counted (N ≥ 600).

3 | RESULTS

3.1 | Environmental conditions

Environmental parameters of the offshore study sites were taken

from the Operational Circulation Model of Federal Maritime and

Hydrographic Agency (BSH, BSHcmod) (Dick, Kleine, Müller-Navarra,

Klein, & Komo, 2001) at maximum water depth (Figure 2). Tempera-

ture and oxygen concentrations were similar between sites and years.

Growing season is related to water temperatures above 7�C

(Ashton & Brown, 2009). In 2017 and 2018, it ranged from May to

December and in 2019 from April until the end of the experiment.

Chlorophyll-a concentrations were similar at all sites, peaking in

August 2017 and 2018 and March 2018 and 2019. However, in

August 2018, the peak was significantly lower than in the previous

year (Figure 2). Salinity was stable and always ≥30. In 2018, variation

was slightly higher and salinity ranged between 31.9 and 34.6. Mean

current velocity ranged between 0.20 and 0.31 m/s (Table 1).

3.2 | Survival

Survival was assessed by counting live oysters in mesh bags and oys-

ter baskets. Seasonal survival in relation to previous season is shown

in Figure 3. In all groups, the highest mortality was observed in the

first season after deployment. Maximum initial mortality occurred in

Group 1 (89.98%), but decreased to 0.00% over the course of the

experiment, despite a winter mortality of 10.05%. Cumulative mortal-

ity added up to 90% in Group 1. Group 2 showed an initial mortality of

41.28%, and no winter mortality (0.00%). Cumulative combination of

initial and winter mortality added up to 71.67% in Group 3. Group 4

showed an initial mortality of 51.93% and the lowest total mortality

of 52.00% at the end of the experiment (Figure 3). No winter mortal-

ity occurred in 2019.

3.3 | Growth

Oysters were deployed with a SL of �2 mm (sorted in size class T2)

and DM of 0.12 ± 0.36 mg in October 2017 (Group 1), August 2017

(Group 2), October 2017 (Group 3), and May 2018 (Group 4).

All four groups showed an increase in SL over time (Figure 3),

directly proportional to the cultivation time in the field. At the end of

the field experiment, mean SL and mean total animal wet weight,

respectively, were 55.0 ± 7.2 mm and 19.2 ± 6.1 g for Group 1;

39.6 ± 10.5 mm and 5.8 ± 3.9 g for Group 2; 34.9 ± 5.3 mm and

3.9 ± 1.6 g for Group 3; and 13.7 ± 6.1 mm and 1.1 ± 0.6 g for Group

4. All groups represent a mix of faster, average, and slower growing

animals resulting in considerable variations of SL, wet weight, and

growth rates. Highest differences in SL of ±50.27 mm appeared in

September 2018 in Group 2. In 2017, daily shell growth reached a

maximum in September followed by a considerable decrease over

winter. In July 2018, Group 1 and Group 2 showed a second, but

smaller peak in daily shell growth. Group 3 and Group 4 showed maxi-

mum daily shell growth in August 2018, again followed by a decrease

over winter.

For the first 2 months after deployment, DM of Groups 1 and

2 was below 20 mg and DM of Groups 3 and 4 below 1 mg but

increased steadily (Figure 3). At the end of the experiment, maximum

DM was 344.87 ± 130.96 mg (Group 1), 108.74 ± 31.22 mg (Group 2),

68.44 ± 28.27 mg (Group 3), and 17.10 ± 8.33 mg (Group 4). Daily DM

growth of Group 1 showed seasonal variation: a peak in autumn 2017,

a minimum in spring 2018, followed by a second maximum in summer

2018, and a second minimum in autumn 2018. A similar, but less

prominent development was observed for Groups 2, 3, Group 4.

F IGURE 2 Temperature, chlorophyll-a (Chl-a), and salinity at offshore study sites wind farm (WF), Helgoland deep (HD), and Helgoland
shallow (HS) in the German North Sea. All environmental parameters were modelled to the corresponding experiment depth and years using the
Operational Circulation Model of BSH (Dick et al., 2001)
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F IGURE 3 Growth, condition, and survival of oysters in offshore experiments. Indicated in grey is the period of water temperatures below

7�C, where no or reduced growth is expected, dotted lines for visualization purposes only. (a) Shell length at sampling time is presented as
boxplots with the upper and lower limits of the box being the third and first quartile, including the median line and whiskers that represent 1.5
times the interquartile range, outliner are indicated as dots. (b) Shell length increase per day, (c) dry mass meat, and (d) dry mass meat increase per
day are presented as average and standard deviation. (e) Condition index over experimental time for all four groups is presented as average and
standard deviation. N = 6,000 seed oysters (mean shell length 2 mm) were deployed at offshore study sites in the German Bight in May 2017
(Group 1), August 2017 (Group 2), October 2017 (Group 3), and May 2018 (Group 4). Samples sizes were N ≥ 200 individuals for shell length and
N ≥ 20 individuals for dry mass measurements and calculation of condition index. (f) Percentage of survival between samplings
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All groups showed the formation of firmly aggregated oyster

clusters (Table 2). We define these oyster clusters as clumps of two or

more oysters, permanently merged together by their own shell

growth, achieved after their deployment as single seeds. Groups 1 and

2 both formed 26 oyster clusters. Groups 3 and 4 formed four and

37 oyster clusters, respectively. Predominantly, the clusters included

two individuals (2.34 ± 0.92 Ind.) and, a maximum of eight live

individuals was documented. Formation of new clusters was an

ongoing process throughout the field study and occurred in both

mesh bags and oyster baskets.

3.4 | Condition

At the beginning of the experiment, in May 2017, CI of seed oysters

was 1.77 ± 0.98. CI of Group 1 oysters increased in summer 2017

(5.22 ± 0.78) and autumn 2017 (5.32 ± 2.96). After winter, CI was low

in spring 2018 (2.71 ± 0.44), but increased to a second maximum in

summer 2018 (5.33 ± 0.82), before decreasing to 2.99 ± 1.24 in

autumn 2018. Groups 2, 3, and 4 showed similar CI patterns

(Figure 3e).

Reproductive activity was detected in several oysters of Groups 1,

2, and 3 in summer and autumn 2018 (Figure 4). In summer 2018,

7.32% of Group 1 and 2.38% of Group 2 showed evidence of

reproductive activity and reproduction: O. edulis larvae of different

developmental stages, from early embryogenesis of gastrula to early

veliger were present in the mantle cavity of different sampled oysters.

In autumn 2018, the percentage of reproducing oysters had reached

12.00 and 6.00% in Group 2 and Group 3, respectively. Size of

reproducing oysters ranged from 29.88–52.39 mm SL.

4 | DISCUSSION

The native European oyster has vanished from the once abundant

and extensive offshore oyster grounds in the North Sea. The decline

and loss happened several decades ago, and besides fisheries reports

and data, there is no further and specific information on the ecological

baseline regarding the extent, density, and ecological role this species

played in the surrounding offshore ecosystem.

This study is the first to investigate the potential for the return of

O. edulis to offshore areas via active reintroduction and restoration

measures. For logistical reasons, oysters were deployed in cages and

factors such as predation and sediment dynamics were not

investigated (Ashton & Brown, 2009; Pogoda et al., 2020;

Yonge, 1960). Following best-practice standards to prevent the trans-

location of invasive species, diseases, and parasites, and the further

depletion of natural stocks, only small-sized and certified disease-free,

hatchery-produced seed oysters were deployed at experimental scales

(Pogoda et al., 2019). Growth, condition, and survival of reintroduced

oysters in cages indicate that present-day conditions and the use of

small seed oysters allow for sustainable and successful restoration. As

the experimental set-up (baskets) excluded predators, the impact of

predators and respective effects on overall survival needs to be

addressed in further studies.

Results of this study show survival rates similar to coastal stocks

and commercial aquaculture (Guesdon, Mazurie, & Lassale, 1989;

Walne & Mann, 1975). Previous field studies reported higher survival

rates but only for significantly larger individuals of O. edulis (Pogoda

et al., 2011; Utting, 1988; Valero, 2006). In this study, young seed

oysters showed the lowest survival rates within the season of

deployment (initial survival). Adapting logistics and oyster handling by

TABLE 2 Formation of oyster clusters in all four experimental groups

Group Study site Oyster clusters Max. ind./cluster SL of cluster oysters [mm] Oyster clusters (5 of 8 ind. visible)

1 WF/HD 26 3 10.19–67.30

2 WF/HD 26 8 7.95–54.11

3 HS 4 2 6.82–19.24

4 HD 37 4 17.05–49.78

Note: Clumps of oysters, permanently merged together by shell growth, were considered as oyster clusters. Numbers of living oysters per clusterranged

from two to eight individuals. Digital coloration of cluster-forming individuals.

Abbreviation: SL, shell length.

F IGURE 4 First indications of reproduction
activity in 1-year-old Ostrea edulis, growing at
offshore study sites: (a) early stage of
embryogenesis: gastrula (g) and trochophore
(t) stage, (b) early veliger
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optimizing transportation (constant water supply and shorter

transport periods), improved initial survival, and mortality steadily

decreased towards zero in the course of the experiment. Temperature

acclimatization prior to deployment of seed oysters will potentially

increase the initial survival even further (Buxton, Newell, &

Field, 1981). Mortality of deployed seed oysters was low in winter,

indicating that a natural drop in temperature occurring over winter

was not the main driving factor for historical extinction of oysters in

the sublittoral offshore regions (Gercken & Schmidt, 2014; Wehrmann

et al., 2000). In addition, no increase in mortality was observed after

maturation, indicating a good health status of the studied oysters.

However, monitoring of relevant diseases, such as Bonamiosis needs

to be implemented in any future restoration and reintroduction efforts

to inform about health status and natural disease dynamics (Baggett

et al., 2014).

Interestingly, the small size of deployed seed oysters did not

negatively affect total survival as initially suspected. This is an

important and meaningful outcome, as for cost–benefit and

biosecurity reasons, ecological oyster restoration will explicitly depend

on the feasibility of using small seed animals in the long term. In many

regions, so-called recruitment-limited areas, natural spawning is

insufficient for establishing a self-sustaining oyster reef (Westby,

Geselbracht, & Pogoda, 2019). Oyster populations need to be

reinforced or reintroduced using animals from sustainable allochthone

sources, such as seed oysters produced in hatcheries and ponds, or

from wild spat collection (Colsoul et al., submitted). The production of

certified disease-free O. edulis seeds is a current bottleneck of

large-scale sustainable restoration and is therefore addressed in

several reintroduction programmes (Pogoda et al., 2019). Production

time, costs, and biosecurity risks can be significantly reduced by using

smaller seed oysters.

Furthermore, seed oysters in this study showed excellent growth

and good condition during the course of the experiment. Shellfish

growth depends on various factors such as temperature, food

availability and quality, and origin of broodstock (da Silva, Fuentes, &

Villalba, 2005; Utting, 1988). Accordingly, growth analyses reflect the

general suitability of current environmental conditions (Brumbaugh,

Beck, Coen, Craig, & Hicks, 2006) and provide essential information

for the reintroduction of an extinct species for which only limited

knowledge of the historical habitat and the ecological baselines exist

(Pogoda, 2019). Introduced oysters of this study showed a steady and

considerable increase in shell length and dry mass. Daily growth

showed seasonal variation: high growth rates were observed in

summer 2017, related to elevated chlorophyll-a concentrations and

maximum temperature. A less prominent chlorophyll-a peak led to

lower daily growth rates in summer 2018, which resulted in a lower CI

(ratio of dry mass to shell mass). CI values followed a distinct seasonal

pattern and underline the hypothesis that O. edulis invests in shell

growth in early life (Pogoda et al., 2011). Moderate growth rates of

Group 3 and Group 4 animals can also be related to less optimal

cultivation conditions regarding food composition and quality, prior to

the deployment. Several studies addressing growth and condition of

European oysters, mainly in aquaculture contexts and in coastal

regions, have been conducted so far (da Silva et al., 2005;

Ivanov, 1966; Valero, 2006). First offshore trials on the performance

of O. edulis in the German North Sea were conducted with submerged

oyster lanterns (Pogoda et al., 2011; Pogoda, Buck, Saborowski, &

Hagen, 2013) where increase in shell length was similar to the data

presented in this study. However, seed oysters studied by Pogoda

et al. (2011) were significantly larger when deployed and

food availability, according to chlorophyll-a concentrations, was

significantly higher. We postulate that detritus might function as a

relevant additional food source for oysters at deeper sites, balancing

out effects of seasonal variation of phytoplankton concentrations

(Mackinson & Daskalov, 2007). However, oysters were kept in cages,

elevated from the sea floor, hence any potential negative impacts of

predation pressure and sediment interaction were excluded

(Sawusdee, Jensen, Collins, & Hauton, 2015).

Shell growth of oysters in the present study resulted in the

formation of firmly aggregated oyster clusters, by two or more

oysters, providing a complex three-dimensional structure. The ability

and capacity of O. edulis to form reefs and the process itself is not

fully understood yet. There are no existing data on how the structure

of a pristine O. edulis habitat looks; existing historical data on reefs

mainly refer to harvesting numbers and include only rare notes on

‘coarse oysters’ and ‘clumps of oysters’ (Möbius, 1877). However,

there is no knowledge on how the undisturbed sublittoral oyster habi-

tat looked like since the area had already encountered a constantly

high fishing pressure for several decades (Gercken & Schmidt, 2014;

Thurstan et al., 2013). Accordingly, historical density, structure, and

succession of this important North Sea habitat are unknown. The

oyster clusters or aggregations O. edulis formed by shells growing

together in the present study correspond to the historically described

‘coarse oysters’ (Möbius, 1877). The number of clusters increased

over time, regardless of them being cultivated in mesh bags in the first

months or later laying in oyster baskets. It was observed that many

more oysters formed clumps, held together by epifauna, such as

Lanice conchilega or Spirobranchus triqueter. Substantial dead reef

structures of O. edulis, found in the Black Sea, showed the presence

of Sabellaria taurica that could have had the same function (Todorova

et al., 2009). The documented clusters indicate an initial nucleus for

reef formation. Less movement of the animals may end up in the

formation of even bigger clusters and reefs. The formation of the

clusters in this study was documented in cages and needs to be

verified on the sea bed, inducing oyster movements due to sediment

dynamics or the effects of mobile macrofauna. But, the formation of

any three-dimensional structure will increase the complexity of the

habitat and ecosystem functions (Pogoda, 2019).

During the experiment, oysters reproduced 9–14 months after

deployment. Reproduction of O. edulis is strongly influenced by

environmental parameters, such as temperature, food availability, and

composition (Berntsson, Jonsson, Wängberg, & Carlsson, 1997).

European oysters have been recorded to spawn from their first year

and eventually multiple times per year (Cole, 1941; Walne &

Mann, 1975). Timing and number of spawning events correlate with

latitude and regionally specific environmental factors (Cole, 1941;
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Korringa, 1941; Walne & Mann, 1975). Past observations showed that

for North Sea conditions, the first spawning event usually takes place

in the second or third year (Cole, 1941). However, exceptional

spawning events of 1-year-old oysters have been recorded (Cole,

1941), whereas reproductive cycles of more than once per year were

rarely recorded (Orton, 1924). O. edulis is a protandrous alternating

hermaphrodite maturing as male, followed by a female phase. In this

study, larvae were found in the mantle cavity of female oysters. In an

area where O. edulis is functionally extinct fertilization by wild oysters

can be excluded. Hence, deployed oysters have matured as males and

changed sex to females already within their first year after

deployment. This early reproductive activity confirms the good

condition of young O. edulis in the offshore sublittoral environment

over the course of 2 years.

The results of this study are of major importance for future

restoration approaches, they confirm that the abiotic environment still

supports a functional extinct species, reintroduced one century after

its loss. They indicate the potential of young seed oysters for oyster

restoration in sublittoral environments and accordingly, apply to other

offshore areas where sublittoral O. edulis reefs were historically

present, such as in the Netherlands, in Belgium, or the English Channel

(Gercken & Schmidt, 2014; Kerckhof, Coolen, Rumes, & Degraer,

2018). Detailed modelling of larval drift and hydrodynamics can now

help to identify potential larval sources and sinks to reveal

connectivity of restoration sites and to inform restoration

management in offshore environments. However, the effects of

specific substrate types and sediment dynamics, and of prey–predator

relationships, which were not included in the present study, are of

relevance for the long-term recovery of biogenic oyster reefs and

need to be investigated thoroughly.

Furthermore, marine spatial planning, and the potential role of

MPAs and fishery exclusion zones will influence the success of

ecological oyster restoration (Pogoda et al., 2020). For the Natura

2000 area Borkum Reef ground (Figure 1), located within the

historical oyster grounds, Germany is in the process of excluding

bottom-contact fisheries under the Common Fishery Policy and the

designated MPA's management plan includes large-scale restoration

measures for the native European oyster and its associated species

community and valuable ecosystem services (BMU, 2019; CBD, 2018;

European Parliament, 2013).

From this study, we conclude that present-day environmental

conditions in sublittoral offshore waters of the German Bight, allow

for the successful reintroduction and sustainable restoration of the

European oyster. The deployed and investigated oysters showed

(1) high survival, (2) excellent growth and condition, (3) the formation

of firmly aggregated oyster clusters, and (4) unexpectedly early

reproductive activity within the first year. We further conclude that

large-scale restoration measures can be implemented with

hatchery-produced seed oysters.

These findings are timely and of high importance as they address

current biosecurity risks and limitations of seed oyster availability, as

formulated in the Berlin Oyster Recommendation (Pogoda et al.,

2019). Furthermore, these findings are not limited to the German

North Sea but also applicable to other sublittoral restoration measures

of O. edulis.

Excellent growth rates can be related to optimal food conditions.

If phytoplankton alone provides these optimal conditions, or if

detritus may also play a – so far – underestimated role needs further

investigation. If oysters in greater water depth benefit from detritus

as an additional and reliable food source, similar results can be

expected in other sublittoral or offshore areas. The early reproductive

activity in the offshore sublittoral may also point to optimal food

conditions and to detritus as an additional food source. This provides

an important first indication regarding the scale of historical larval

productivity of the offshore oyster grounds in the German Bight and

is highly promising for achieving self-sustaining populations in the

future, but should be confirmed by detailed modelling.

To address these open questions, we recommend: (1) measuring

detritus concentration at restoration sites and specific food

composition of restored oysters; (2) modelling of O. edulis larval drift

in the German Bight considering different larval sources; and (3) the

installation of a pilot oyster-reef in the field to provide relevant

information on prey–predator relationships and the potential effects

of sediment properties.

ACKNOWLEDGEMENTS

We thank captain and crew of research vessels Heincke, Mya II and

Uthörn and the Centre for Scientific Diving at AWI, namely Prof.

Dr. Philipp Fischer, Markus Brand, Christoph Walcher, Lisa Spotowitz,

Christopher Groß and Marco Warmuth for their constant and valuable

support to implement and investigate the fieldwork. We thank Prof.

Dr. von Nordheim and Prof. Dr. Boersma for valuable input

throughout the process of this study. Furthermore, we would like to

thank the Federal Maritime and Hydrographic Agency (BSH) for

providing environmental modelling data and WindMW GmbH for the

possibility to conduct field experiments within Meerwind SüdjOst.

This research is part of the testing and development project

RESTORE, funded and supported by the Federal Agency for Nature

Conservation (BfN) (grant number FKZ 3516892001).

ORCID

Verena Merk https://orcid.org/0000-0002-9034-3431

Bérenger Colsoul https://orcid.org/0000-0002-7891-8036

Bernadette Pogoda https://orcid.org/0000-0003-3997-426X

REFERENCES

Ashton, E. C., & Brown, J. H. (2009). Review of technical requirements,

approaches and regulatory framework for the restoration of native

oysters in Scotland.

Austen, M. (2011). Ecosystem services—Adding value to shellfish

resources. Paper presented at the 14th international conference on

shellfish restoration, Stirling (Scotland, UK).

Baggett, L., Posers, S., Brumbaugh, R., Coen, L., DeAngelis, B., & Greene, J.

(2014). Oyster habitat restoration monitoring and assessment handbook.

Arlington, VA: The Nature Conservancy.

Beck, M. W., Brumbaugh, R. D., Airoldi, L., Carranza, A., Coen, L. D.,

Crawford, C., … Zhang, G. (2009). Shellfish reefs at risk: A global analysis

of problems and solutions. The Nature Conservancy: Arlington VA.

2188 MERK ET AL.

https://orcid.org/0000-0002-9034-3431
https://orcid.org/0000-0002-9034-3431
https://orcid.org/0000-0002-7891-8036
https://orcid.org/0000-0002-7891-8036
https://orcid.org/0000-0003-3997-426X
https://orcid.org/0000-0003-3997-426X


Beck, M. W., Brumbaugh, R. D., Airoldi, L., Carranza, A., Coen, L. D.,

Crawford, C., … Guo, X. (2011). Oyster reefs at risk and

recommendations for conservation, restoration, and management.

Bioscience, 61, 107–116. https://doi.org/10.1525/bio.2011.61.2.5
Berghahn, R., & Ruth, M. (2005). The disappearance of oysters from the

Wadden Sea: A cautionary tale for no-take zones. Aquatic

Conservation: Marine and Freshwater Ecosystems, 15, 91–104. https://
doi.org/10.1002/aqc.635

Berntsson, K. M., Jonsson, P. R., Wängberg, S. A., & Carlsson, A. S. (1997).

Effects of broodstock diets on fatty acid composition, survival and

growth rates in larvae of the European flat oyster, Ostrea edulis.

Aquaculture, 154, 139–153. https://doi.org/10.1016/S0044-8486(97)
00041-0

Berthe, F. C. J., Le Roux, F., Adlard, R. D., & Figueras, A. (2004).

Marteiliosis in molluscs: A review. Aquatic Living Resources, 17,

433–448. https://doi.org/10.1051/alr:2004051
BMU. (2019). “Gemeinsame Empfehlung” für das Fischereimanagement in

den Natura-2000 Gebieten in der AWZ der Nordsee.

Bromley, C., McGonigle, C., Ashton, E. C., & Roberts, D. (2016). Bad

moves: Pros and cons of moving oysters—A case study of global trans-

locations of Ostrea edulis Linnaeus, 1758 (Mollusca: Bivalvia). Ocean &

Coastal Management, 122, 103–115. https://doi.org/10.1016/j.

ocecoaman.2015.12.012

Brumbaugh, R. D., Beck, M. W., Coen, L. D., Craig, L., & Hicks, P. (2006). A

practitioners' guide to the design and monitoring of shellfish

restoration projects: An ecosystem services approach.

Buxton, C. D., Newell, R. C., & Field J. G. (1981). Response-Surface

Analysis of the Combined Effects of Exposure and Acclimation

Temperatures on Filtration, Oxygen Consumption and Scope for

Growth in the Oyster Ostrea edulis. Marine Ecology Progress Series, 6,

73–82. https://doi.org/10.3354/meps006073

Caspers, H. (1950). Die Lebensgemeinschaft der Helgoländer Austernbank.

Helgoländer Wissenschaftliche Meeresuntersuchungen, 3, 119–169.
https://doi.org/10.1007/BF02252090

CBD. (2018). Decision adopted by the Conference of the Parties to the

Convention on Biological Diversity at its fourteenth meeting. 14/1.

Updated assessment of progress towards selected Aichi Biodiversity

Targets and options to accelerate progress.

Coen, L. D., Brumbaugh, R. D., Bushek D., Grizzle R, Luckenbach, M. W.,

Posey M. H., … Tolley, S. G. (2007). Ecosystem services related to oys-

ter restoration. Marine Ecology Progress Series, 341, 303–307. https://
doi.org/10.3354/meps341303

Cole, H. A. (1941). The fecundity of Ostrea edulis. Journal of the Marine

Biological Association of the United Kingdom, 25(2), 243–260. https://
doi.org/10.1017/s0025315400054710

Colsoul, B., Boudry, P., Pérez-Parallé, M. L., Bratoš Cetini�c, A.,

Hugh-Jones, T., Arzul, I., … Pogoda, B. (Submitted). Sustainable

large-scale production of European flat oyster (Ostrea edulis) seed for

ecological restoration and aquaculture: A review. Reviews in

Aquaculture.

Culloty, S. C., & Mulcahy, M. F. (2007). Bonamia ostreae in the native

oyster Ostrea edulis - A review. Marine Environment and Health Series,

29, 1–36.
da Silva, P. M., Fuentes, J., & Villalba, A. (2005). Growth, mortality and

disease susceptibility of oyster Ostrea edulis families obtained from

brood stocks of different geographical origins, through on-growing in

the Ría de Arousa (Galicia, NW Spain). Marine Biology, 147, 965–977.
https://doi.org/10.1007/s00227-005-1627-4

Davenport, J., & Chen, X. (1987). A comparison of methods for the

assessment of condition in the mussel (Mytilus edulis L.). Journal of Mol-

luscan Studies, 53, 293–297. https://doi.org/10.1093/mollus/53.3.293

Dick, S., Kleine, E., Müller-Navarra, S. H., Klein, H., & Komo, H. (2001). The

operational circulation model of BSH (BSHcmod).

Duchêne, J., Bernard, I., & Pouvreau, S. (2015). Vers un retour de l'huître

indigène en rade de Brest. Espèces, 16, 51–57.

European Parliament. (2013). Council directive 1380/2013 of 11 December

2013 on the common fisheries policy (CFP).

Fariñas-Franco, J. M., Pearce, B., Mair, J. M., Harries, D. B.,

MacPherson, R. C., Porter, J. S., … Sanderson, W. G. (2018). Missing

native oyster (Ostrea edulis L.) beds in a European Marine Protected

Area: Should there be widespread restorative management? Biological

Conservation, 221, 293–311. https://doi.org/10.1016/j.biocon.2018.

03.010

Frohse, A., Herrmann, J., Janssen, F., Klein, H., Lefebvre, C., Loewe, P., …
Schmied, S. (2016). Nordseezustand: 2008–2011: Bundesamt für

Seeschifffahrt und Hydrographie.

Gann, G. D., McDonald, T., Walder, B., Aronson, J., Nelson, C. R.,

Jonson, J., & Dixon, K. (2019). International principles and standards for

the practice of ecological restoration. (Second ed.) Washington, DC:

Society for Ecological Restoration..

Gercken, J., & Schmidt, A. (2014). Current status of the European oyster

(Ostrea edulis) and possibilities for restoration in the German North

Sea. Bfn-Skripten, 379, 1–88.
Guesdon, K. L. B., Mazurie, J., & Lassale, E. (1989). Essais de télécaptage:

huitre plate [Remote setting trials: flat oyster]. (ed.). In

Section Régionale de Bretagne Sud: Plan de Relance de l'Huître Plate

(pp. 1–87). Auray, France: CIC-IFREMER.

Günther, R. T. (1897). The oyster culture of the Ancient Romans. Journal of

the Marine Biological Association of the United Kingdom, 4, 360–365.
https://doi.org/10.1017/S0025315400005488

Hagmeier, A., & Kändler, R. (1927). Neue Untersuchungen im nordfriesischen

Wattenmeer und auf den fiskalischen Austernbänken. Helgoland: Aus der

Biologischen Anstalt auf Helgoland und deren Zweiglaboratorium in

List a. Sylt.

Harding, S., Nelson, L., & Glover, T. (2016). Solent oyster restoration Project

Management plan. London: Blue Marine Foundation.

Ivanov, A. I. (1966). Study of oyster (Ostrea taurica Kryn) growth in the

Black Sea. Oceanology of the Russian Academy of Sciences, 6, 708–714.
Jeffs, A., Hancock, B., & zu Ermgassen, P. S. E., & Pogoda, B. (2019).

Biosecurity and permitting in shellfish reef restoration. In

J. Fitzsimons, S. Branigan, R. D. Brumbaugh, T. McDonald, & P. S. E. zu

Ermgassen (Eds.), Restoration guidelines for shellfish reefs (pp. 30–35).
The Nature Conservancy: Arlington VA, USA.

Kennedy, R. J., & Roberts, D. (1999). A survey of the current status of the

flat oyster Ostrea edulis in Strangford Lough, Northern Ireland, with a

view to the restoration of its oyster beds. Biology and Environment:

Proceedings of the Royal Irish Academy, 99B, 79–88.
Kerckhof, F., Coolen, J. W. P., Rumes, B., & Degraer, S. (2018). Recent find-

ings of wild European flat oysters Ostrea edulis (Linnaeus, 1758) in Bel-

gian and Dutch offshore waters: New perspectives for offshore oyster

reef restoration in the southern North Sea. Belgian Journal of Zoology,

148, 13–24. https://doi.org/10.26496/bjz.2018.16
Korringa, P. (1941). Experiments and observations on swarming, pelagic

life and setting in the European flat oyster, Ostrea edulis L. (5), PhD/Dr

Thesis. University of Amsterdam.

Lotze, H. K., Reise, K., Worm, B., van Beusekom, J., Busch, M., Ehlers, A., …
Wolff, W. J. (2005). Human transformations of the Wadden Sea eco-

system through time: A synthesis. Helgoland Marine Research, 59,

84–95. https://doi.org/10.1007/s10152-004-0209-z
Mackinson, S., & Daskalov, G. (2007). An ecosystem model of the North

Sea to support an ecosystem approach to fisheries management:

description and parameterisation.

Möbius, K. A. (1871). Das Tierleben am Boden der Deutschen Ost- und

Nordsee.

Möbius, K. A. (1877). Die Austern und die Austernwirtschaft. Berlin: Verlag

von Wiegandt, Hepel und Parey.

Neudecker, T. (1990). The history of the former German oyster fishery

and mariculture: 400 years of crown lay on oyster. Paper presented at

the Proceedings of the 4th International Congress on the History of

Oceanography, Hamburg.

MERK ET AL. 2189

https://doi.org/10.1525/bio.2011.61.2.5
https://doi.org/10.1002/aqc.635
https://doi.org/10.1002/aqc.635
https://doi.org/10.1016/S0044-8486(97)00041-0
https://doi.org/10.1016/S0044-8486(97)00041-0
https://doi.org/10.1051/alr:2004051
https://doi.org/10.1016/j.ocecoaman.2015.12.012
https://doi.org/10.1016/j.ocecoaman.2015.12.012
https://doi.org/10.3354/meps006073
https://doi.org/10.1007/BF02252090
https://doi.org/10.3354/meps341303
https://doi.org/10.3354/meps341303
https://doi.org/10.1017/s0025315400054710
https://doi.org/10.1017/s0025315400054710
https://doi.org/10.1007/s00227-005-1627-4
https://doi.org/10.1093/mollus/53.3.293
https://doi.org/10.1016/j.biocon.2018.03.010
https://doi.org/10.1016/j.biocon.2018.03.010
https://doi.org/10.1017/S0025315400005488
https://doi.org/10.26496/bjz.2018.16
https://doi.org/10.1007/s10152-004-0209-z


Orton, J. H. (1924). Sex change and breeding in the native oyster, Ostrea

edulis. Nature, 114, 191–192. https://doi.org/10.1038/114191a0
OSPAR. (2009). Background document for Ostrea edulis and Ostrea edulis

beds. OSPAR Commission.

Pogoda, B. (2019). Current status of European oyster decline and restora-

tion in Germany. Humanities, 8, 1–12. https://doi.org/10.3390/

h8010009

Pogoda, B., Brown, J., Hancock, B., Preston, J., Pouvreau, S.,

Kamermans, P., … von Nordheim, H. (2019). The Native Oyster Resto-

ration Alliance (NORA) and the Berlin Oyster Recommendation: Bring-

ing back a key ecosystem engineer by developing and supporting best

practice in Europe. Aquatic Living Resources, 32(13), 1–9. https://doi.
org/10.1051/alr/2019012

Pogoda, B., Buck, B. H., & Hagen, W. (2011). Growth performance and

condition of oysters (Crassostrea gigas and Ostrea edulis) farmed in an

offshore environment (North Sea, Germany). Aquaculture, 319,

484–492. https://doi.org/10.1016/j.aquaculture.2011.07.017
Pogoda, B., Buck, B. H., Saborowski, R., & Hagen, W. (2013). Biochemical

and elemental composition of the offshore-cultivated oysters Ostrea

edulis and Crassostrea gigas. Aquaculture, 400-401, 53–60. https://doi.
org/10.1016/j.aquaculture.2013.02.031

Pogoda, B., Merk, V., Colsoul, B., Hausen, T., Peter, C., Pesch, R., …
Prinz, K. (2020). Site selection for biogenic reef restoration in offshore

environments: The Natura 2000 site Borkum Reefground as a case

study for native oyster restoration. Aquatic Conservation: Marine and

Freshwater Ecosystems, 30, 2163–2179. https://doi.org/10.1002/aqc.
3405

Rees, H., Eggleton, J., Rachor, E., & Vanden Berghe, E. (2007). Structure

and dynamics of the North Sea benthos. ICES Cooperative Research

Report, 288. Copenhagen: ICES.

Sanjeeva Raj, P. J. (2008). Oysters in a new classification of keystone spe-

cies. Resonance, 13, 648–654. https://doi.org/10.1007/s12045-008-
0071-4

Sawusdee, A., Jensen, A. C., Collins, K. J., & Hauton, C. (2015). Improve-

ments in the physiological performance of European flat oysters

Ostrea edulis (Linnaeus, 1758) cultured on elevated reef structures:

Implications for oyster restoration. Aquaculture, 444, 41–48. https://
doi.org/10.1016/j.aquaculture.2015.03.022

Seddon, P. J., Armstrong, D. P., & Maloney, R. F. (2007). Developing the

science of reintroduction biology. Conservation Biology, 21, 303–312.
https://doi.org/10.1111/j.1523-1739.2006.00627.x

Smaal, A. C., Kamermans, P., van der Have, T. M., Engelsma, M., &

Sas, H. J. W. (2015). Feasibility of Flat Oyster (Ostrea edulis L.) restora-

tion in the Dutch part of the North Sea. 58.

Thurstan, R. H., Hawkins, J. P., Raby, L., & Roberts, C. M. (2013). Oyster

(Ostrea edulis) extirpation and ecosystem transformation in the Firth of

Forth, Scotland. Journal for Nature Conservation, 21, 253–261. https://
doi.org/10.1016/j.jnc.2013.01.004

Todorova, V., Micu, D., & Klisurov, L. (2009). Unique oyster reefs discov-

ered in the Bulgarian Black Sea. Comtes Rendus de l'academie Bulgare

des Sciences, 62, 871–874.
Utting, S. D. (1988). The growth and survival of hatchery-reared Ostrea

edulis L. spat in relation to environmental conditions at the on-growing

site. Aquaculture, 69, 27–38. https://doi.org/10.1016/0044-8486(88)
90183-4

Valero, J. (2006). Ostrea edulis—Growth and mortality depending on hydro-

dynamic parameters and food availability. (Master), Göteborg

University, Strömstad, Sweden.

Walne, P. R., & Mann, R. (1975). Growth and biochemical composition in

Ostrea edulis and Crassostrea gigas. Aberdeen, Scotland: Aberdeen

University Press Scotland.

Westby, S., Geselbracht, L., & Pogoda, B. (2019). Shellfish reef restoration

in practice. In J. Fitzsimons, S. Branigan, R. D. Brumbaugh,

T. McDonalt, & P. S. E. zu Ermgassen (Eds.), Restoration guidelines for

shellfish reefs (pp. 36–48). The Nature Conservancy: Arlington

VA, USA.

Wolff, W. J. (2000). Causes of extirpations in the Wadden Sea, an estua-

rine area in The Netherlands. Conservation Biology, 14, 876–885.
https://doi.org/10.1046/j.1523-1739.2000.98203.x

Yonge, C. M. (1960). Oysters. London. The new naturalist.

How to cite this article: Merk V, Colsoul B, Pogoda B. Return

of the native: Survival, growth and condition of European

oysters reintroduced to German offshore waters. Aquatic

Conserv: Mar Freshw Ecosyst. 2020;30:2180–2190. https://doi.

org/10.1002/aqc.3426

2190 MERK ET AL.

https://doi.org/10.1038/114191a0
https://doi.org/10.3390/h8010009
https://doi.org/10.3390/h8010009
https://doi.org/10.1051/alr/2019012
https://doi.org/10.1051/alr/2019012
https://doi.org/10.1016/j.aquaculture.2011.07.017
https://doi.org/10.1016/j.aquaculture.2013.02.031
https://doi.org/10.1016/j.aquaculture.2013.02.031
https://doi.org/10.1002/aqc.3405
https://doi.org/10.1002/aqc.3405
https://doi.org/10.1007/s12045-008-0071-4
https://doi.org/10.1007/s12045-008-0071-4
https://doi.org/10.1016/j.aquaculture.2015.03.022
https://doi.org/10.1016/j.aquaculture.2015.03.022
https://doi.org/10.1111/j.1523-1739.2006.00627.x
https://doi.org/10.1016/j.jnc.2013.01.004
https://doi.org/10.1016/j.jnc.2013.01.004
https://doi.org/10.1016/0044-8486(88)90183-4
https://doi.org/10.1016/0044-8486(88)90183-4
https://doi.org/10.1046/j.1523-1739.2000.98203.x
https://doi.org/10.1002/aqc.3426
https://doi.org/10.1002/aqc.3426

	Return of the native: Survival, growth and condition of European oysters reintroduced to German offshore waters
	  INTRODUCTION
	  MATERIAL AND METHODS
	  Study area
	  Origin of test animals
	  Experimental design and sampling
	  Analysis of growth, CI, mortality, and reproduction activity

	  RESULTS
	  Environmental conditions
	  Survival
	  Growth
	  Condition

	  DISCUSSION
	ACKNOWLEDGEMENTS
	REFERENCES



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles false
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends false
  /DetectCurves 0.1000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage false
  /PreserveDICMYKValues true
  /PreserveEPSInfo false
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /PDFX1a:2001
  ]
  /PDFX1aCheck true
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError false
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (Euroscale Coated v2)
  /PDFXOutputConditionIdentifier (FOGRA1)
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <>
    /CHT <>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA (Utilizzare queste impostazioni per creare documenti Adobe PDF che devono essere conformi o verificati in base a PDF/X-1a:2001, uno standard ISO per lo scambio di contenuto grafico. Per ulteriori informazioni sulla creazione di documenti PDF compatibili con PDF/X-1a, consultare la Guida dell'utente di Acrobat. I documenti PDF creati possono essere aperti con Acrobat e Adobe Reader 4.0 e versioni successive.)
    /JPN <>
    /KOR <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die moeten worden gecontroleerd of moeten voldoen aan PDF/X-1a:2001, een ISO-standaard voor het uitwisselen van grafische gegevens. Raadpleeg de gebruikershandleiding van Acrobat voor meer informatie over het maken van PDF-documenten die compatibel zijn met PDF/X-1a. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 4.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENG (Modified PDFX1a settings for Blackwell publications)
    /ENU (Use these settings to create Adobe PDF documents that are to be checked or must conform to PDF/X-1a:2001, an ISO standard for graphic content exchange.  For more information on creating PDF/X-1a compliant PDF documents, please refer to the Acrobat User Guide.  Created PDF documents can be opened with Acrobat and Adobe Reader 4.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /HighResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


