
Differences in Relative Predation Vulnerability Between
Native and Non-native Oyster Larvae and the Influence
on Restoration Planning in an Estuarine Ecosystem

Richard S. Fulford & Denise L. Breitburg &

Mark Luckenbach

Received: 31 December 2009 /Revised: 25 August 2010 /Accepted: 22 November 2010
# Coastal and Estuarine Research Federation 2010

Abstract The costs and benefits of non-native introduc-
tions as a restoration tool should be estimated prior to any
action to prevent both undesirable consequences and waste
of restoration resources. The suggested introduction of non-
native oyster species, Crassostrea ariakensis, into Ches-
apeake Bay, USA, provides a good example in which the
survival of non-native oysters may differ from that of native
oysters, Crassostrea virginica, during the larval stage.
Experiments were conducted to compare the predation
vulnerability of native and non-native oyster larvae to
different predator types (visual vs. non-visual, benthic vs.
pelagic). The results suggest that the non-native larvae are
more vulnerable to visual and non-visual pelagic predators.
Although vulnerability was similar for larvae exposed to
benthic non-visual predators, the consumption of one non-
native strain was higher than the consumption of native C.
virginica larvae. When vulnerability data are combined
with predator feeding rates, the predation mortality for non-
native larvae in the wild can be much higher than for native
larvae. Small changes in larval mortality rates can yield

large changes in total larval delivery to the reef for
settlement, so these differences among species may con-
tribute to differences in settlement success. These results
provide an example of how a comprehensive examination
of the perceived benefits of non-native introductions into
complex ecosystems can provide important information to
inform management decisions.
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Introduction

Non-native species introductions can have substantial influ-
ence on aquatic ecosystems including habitat alteration
(Baker et al. 1998), displacement or replacement of native
species (Dunham et al. 2004), and introduction of novel
parasites and pathogens (Ruiz and Dobbs 2004). Non-native
introductions can be non-intentional, such as ballast water
transport (Dunstan and Bax 2008), but also include
intentional introductions by management agencies (Dunham
et al. 2004; Hegaret and Mazurie 2005) to achieve specific
objectives. Intentional introductions for ecosystem manage-
ment are unique as they represent an investment to improve
ecosystem services, such as fishing or aquaculture produc-
tion, but also pose a risk that the interactions of native and
non-native species may have unintentional consequences. In
most documented cases of intentional introductions, much
uncertainty existed at the onset with regards to both the
anticipated benefits and the ecosystem risks (Hegaret and
Mazurie 2005; Knapp et al. 2001).

Native oyster populations (e.g., Crassostrea spp.) have
declined in many locations due to overharvest and the
prevalence of parasitic diseases, which has resulted in

R. S. Fulford (*)
Department of Coastal Sciences,
University of Southern Mississippi,
Gulf Coast Research Laboratory, 703 East Beach Drive,
Ocean Springs, MS 39564, USA
e-mail: Richard.Fulford@usm.edu

D. L. Breitburg
Smithsonian Environmental Research Center,
647 Contees Wharf Road,
Edgewater, MD 21037, USA
e-mail: breitburgd@si.edu

M. Luckenbach
Virginia Institute of Marine Science, College of William & Mary,
P.O. Box 1346, Gloucester Point, VA 23062, USA
e-mail: luck@vims.edu

Estuaries and Coasts
DOI 10.1007/s12237-010-9360-8



increased interest in the introduction of non-native species
that are more disease resistant. For example, the introduc-
tion of the non-native Asian Suminoe oyster (Crassostrea
ariakensis) into Chesapeake Bay, USA, was proffered as a
solution to the drastic decline in the native American oyster
(Crassostrea virginica) over the last 25 years (NRC 2004).
The native stocks of C. virginica are estimated to be less
than 0.1% of historic biomass observed during the
nineteenth century (Jordan and Coakley 2004; Newell
1988). This decline has drastically reduced the commercial
oyster fishery and is thought to have had broad influences
on the Chesapeake Bay ecosystem, such as reductions in
benthic primary productivity, decreased water clarity, and
reduced resilience to eutrophication (Newell 1988; Newell
et al. 2005). The most recent rapid decline is thought as
largely due to the effects of the parasitic diseases MSX,
carried by Haplosporidium nelsoni, and Dermo, carried by
Perkinsus marinus. The resistance of C. ariakensis to these
diseases (Calvo et al. 2001) was a central justification for a
non-native rebuilding plan (NRC 2004). C. ariakensis is an
optimal alternative choice for restoration as it is a relatively
fast-growing, reef-building oyster species similar to C.
virginica (Zhou and Allen 2003).

Two broad questions need to be addressed prior to the
introduction of a non-native oyster species into a sensitive
estuarine ecosystem. First, the risk of a non-native
introduction both to the native oyster population as well
as to other sensitive members of the ecosystem needs to be
assessed. Equally important, however, is an assessment of
the likely benefit of the introduction that will justify both
the cost of the action and any established risk (Ruesink et
al. 2005).

The desired benefit of an intentional introduction of a
non-native species will vary based on the objectives of the
introduction program (e.g., restore ecosystem services,
fishery enhancement). Yet the establishment of a self-
sustaining population as an inherent requirement of
achieving the desired benefits and population sustainability
of a species in a new environment is always uncertain
(Landis 2004; Miller et al. 2007). In situations such as the
introduction of non-native oysters into Chesapeake Bay, the
non-native species partially replaces a native species, and if
the population dynamics and life history of the two are
sufficiently similar then data regarding the native species
may be used as a guide to predict the likely sustainability of
the introduced species in the same system. However,
assumptions of similarities between two species, particu-
larly oysters, which have complex life histories, should be
based on careful observation and experimentation.

Both C. virginica and C. ariakensis have a motile larval
stage followed by a sessile juvenile and adult stage. The
larval stage is a period for population dispersal, but it is
also a highly vulnerable period for both species and greater

than 95% of mortality occurs at this time largely due to
predation (Eckman 1996) and dispersal away from an
optimal settlement habitat (North et al. 2008). The larval
stage is also a period when these two oyster species appear
to differ in ways that may have significant impacts on
survival.

There are observed differences in the coloration, size,
and swimming behavior, which are potentially important to
predation vulnerability, between C. ariakensis and C.
virginica. Side-by-side comparisons in the laboratory of
the larvae of both species fed the same diet show that C.
ariakensis larvae are red to pink in color in contrast to the
C. virginica larvae, which are brown. The coloration of C.
ariakensis differs from the color of the turbid water column
typical of Chesapeake Bay, while the coloration of C.
virginica matches that background. As a result, it is easier
to visually identify individual C. ariakensis larvae in a
turbid water column (Luckenbach, personal observation).
Larval C. ariakensis are also larger at the eyed stage (mean
shell height (SD), μm—C. virginica 273.3 (16.5), C.
ariakensis. 330.4 (17.7); M. Luckenbach, unpublished data)
and may reside lower in the water column than the C.
virginica larvae of the same age (Manuel et al. 2008).
Further, larval size and swimming speed (Troost et al.
2008b) increase, and the larvae become more bottom- and
reef-oriented (Kennedy 1996) as they shift from the veliger
to the pediveliger (i.e., foot) stage between 12 and 20 days
after hatching. These differences may result in different
mortality rates between the early- and late-larval stages due
to the changes in encounter rates with predators residing at
different depths and differences in capture probability for
visual vs. non-visual predators.

Visual predators are likely to be important sources of
oyster larval mortality both for veliger larvae throughout
the water column and for pediveliger larvae near the oyster
substrate. Differences in both size and body coloration
among prey types have been observed to significantly affect
the relative vulnerability to predation on zooplankton
(Annett 1989; Bakker et al. 1997; Browman and Marcotte
1987; Curio 1976; Zaret and Kerfoot 1975). The potential
visual predators of oyster larvae include larvae of demersal
oyster reef resident fishes (e.g., naked goby, Gobiosoma
bosc), which are highly abundant and spatially associated
with oyster larvae. The differences between C. ariakensis
and C. virginica in swimming speed and behavior may also
lead to different predation rates from non-visual predators.
Lobate ctenophores, Mnemiopsis leidyi, are important
consumers of zooplankton and ichthyoplankton in the
mesohaline areas of coastal estuaries such as Chesapeake
Bay (e.g., Cowan and Houde 1993; Purcell et al. 1994), and
their peak abundance and consumption coincide with the
spawning activity of both C. virginica and C. ariakensis
(Allen et al. 2005; Kennedy et al. 2005). M. leidyi readily
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consume C. virginica larvae, digest nearly all veligers
ingested, and are sufficiently abundant in Chesapeake Bay
to consume a significant fraction of larval production
(Purcell 2005; Purcell et al. 1991).

Benthic non-visual predators, including adult C. virgin-
ica (Tamburri and Zimmer-Faust 1996) and the barnacle,
Balanus improvises (Steinberg and Kennedy 1979), may
also be important predators of oyster larvae particularly
close to settlement. Balanus spp. are ubiquitous members of
the benthic invertebrate community and highly abundant on
hard bottom such as oyster reefs (Rodney and Paynter
2006). The importance of benthic invertebrates to larval
mortality has been reported to be minor for C. virginica
(White and Wilson 1996), but it is important to test the
relative contribution of benthic predators to larval mortality.
In this study, we take an empirical approach to compare the
vulnerability of C. virginica and C. ariakensis larvae to
visual and non-visual as well as benthic and pelagic
predator functional groups. The objectives of this study
are to (1) compare the predation vulnerability of C.
virginica and C. ariakensis during the larval stage, (2) test
whether larval predation vulnerability changes among
different predator functional groups, and (3) test whether
larval predation vulnerability differs over the larval period.

Methods

Experimental System All experiments were conducted at
the Smithsonian Environmental Research Center (SERC) in
Edgewater, MD, USA. Oyster larval predation experiments
were conducted under constant conditions of temperature,
salinity, and light levels in a controlled experimental space.
Water temperature was maintained at 20°C for all trials
based on the rearing and maintenance temperature chosen
for larval G. bosc, rotifers, and ctenophores. Salinity was
set at the midpoint between the source salinities of the
predator, rotifers, and oyster larvae (see below). All three
groups were acclimated to this midpoint salinity by adjust-
ing the salinity of their holding tanks over 2–3 days.
Salinity ranged between 13 and 15 across all trials. Light
for the experimental trials was from a low-irradiance LED
light source directly above the experimental tanks and other
sources of light were eliminated by isolating the experi-
mental system behind black sheeting in a dark room.

Experimental tanks were arranged in sets of eight and were
of two sizes. Large 100-l opaque plastic cylindrical containers
(diameter—56 cm, water depth—41 cm) were arranged on the
floor and used for trials in which M. leidyi was the predator.
Small 10-l cylindrical glass jars (diameter—22.4 cm, water
depth—25.4 cm) were arranged on a metal rack and were
used for trials in which either larval G. bosc or adult Balanus
spp. were used as the predator. These glass jars were

wrapped in black plastic to eliminate lateral light penetration.
Both the large and the small tanks were chosen to provide a
reasonable amount of vertical height relative to predator and
prey size to allow for changes in vertical position by both
predators and prey. Experimental tanks were filled with
water pumped from the adjacent Rhode River and filtered at
0.1 μm to remove any potential confounding species.
Temperature and salinity were adjusted in the experimental
system at least 24 h prior to the introduction of prey or
predators.

Predators All predator collection and handling were con-
ducted according to prescribed protocols known to mini-
mize stress and maximize the number of individuals
behaving normally in the experimental system. Cteno-
phores, M. leidyi, were collected from the Rhode or
Patuxent rivers with a 0.5-m, 202-μm-mesh plankton net
and transported to SERC 2–3 days prior to the beginning of
each trial day. Ctenophores were fed both rotifers and
oyster larvae prior to the trial day but were moved to prey-
free water 24 h prior to any experiments. Larval naked
gobies, G. bosc, were cultured in the laboratory from eggs
collected in the Patuxent River before the beginning of an
experimental period. Cultured larvae were fed rotifers ad
libitum and used as predators at 5–7 days post-hatch (dph;
early-stage trials) and 12–15 dph (late-stage trials) to ensure
that the oyster larval size was matched to the larval goby
gape width. Barnacles, Balanus spp., were collected from
the tops of plastic trays placed in the Rhode River prior to
the beginning of the experimental season. The tray tops
were cut into small sections containing 15–20 barnacles and
maintained in unfiltered water pumped from the Rhode
River until they were moved into prey-free water 24 h prior
to the onset of experiments.

Oyster Larvae All oyster larvae were obtained from a
quarantined research hatchery at the Virginia Institute of
Marine Science Eastern Shore Laboratory (VIMS-ESL)
located in Wachapreague, VA. In both 2006 and 2007,
the larvae of the three larval types, C. virginica, C.
ariakensis (Oregon strain), and C. ariakensis (South China
strain), were spawned at separate times during the
experimental season (June to August) so that only one
larval type was available at any one time. [The Oregon
strain was derived from stocks of C. ariakensis imported
to the US Pacific coast from Japan in the 1970s (Breese
and Malouf 1977) and subsequently domesticated in
hatcheries on the West Coast. The South China strain
was an F3 generation stock imported to quarantine
hatcheries in Virginia from South China in 2002.] When
the larvae were 5–7 dph in age, a 1–2 million larvae
aliquot was transported in a chilled cooler to SERC. Travel
time from the VIMS-ESL to SERC is approximately 4 h.
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Once the aliquot arrived at SERC, it was immediately
placed in a glass beaker of water, slowly acclimated to
ambient temperature, and observed for larval swimming
activity. Once significant larval swimming activity was
observed, the aliquot was poured into a 64-μm sieve and
transferred to a 100-l holding tank that was matched in
salinity and temperature to the source system at VIMS.
The larvae were fed cultured microalgae (Isochrysis
galbana and Tetraselmis striata) as supplied by the VIMS
hatchery once per day until the beginning of experiments.
Larval transport and acclimation always occurred at least
36 h prior to any trial day. This entire process was
repeated when the larvae were 12–15 dph, providing for
an early-larval stage (5–7 dph; 108–145 μm) and a late-
larval stage (12–15 dph, 160–282 μm) trial set for each
larval type. On each experimental day, the density of
actively swimming oyster larvae in the holding tank was
estimated based on triplicate 50-ml counts examined in a
Ward clear acrylic counting wheel (www.wildco.com).

Alternative Prey Marine rotifers, Branchionus spp., were
obtained from the University of Maryland Center of Marine
Biotechnology (COMB) and maintained in a small-scale
system at SERC. Rotifers were fed live or frozen algae
(Instant Algae, Reed mariculture, Campbell, CA) and
rotifer densities were checked daily. In addition to experi-
ments, cultured rotifers were also used to feed G. bosc
larvae. Twenty-four hours prior to each experimental day, a
sub-sample of the rotifer culture, poured into a 64-μm
sieve, was removed by siphon for use in experiments. The
density of this sub-sample was estimated on the morning of
the experimental day from triplicate 1-ml counts of actively
swimming rotifers examined at ×100 magnification in a
Sedgwick-rafter cell.

Experimental Trials Experiments were conducted with
each oyster larval type separately in 2- or 3-day blocks
with a single predator type used on each day. The predator
order was haphazard but not rigorously randomized. On

each trial day, each of the eight trial tanks was randomly
assigned to a target prey density. Target prey densities
differed by predator type and year (Table 1). In particular,
the three lowest densities used in year 1 for ctenophores
were increased in year 2 because minimal feeding was
observed at these densities. Rotifers and oyster larvae were
added to each trial tank at the appropriate density to achieve
a 50/50 mix at the target prey density based on volume and
allowed to move freely in experimental chambers for
15 min prior to the start of the trial period. Only actively
swimming prey were selected for experiments by gently
removing larvae or rotifers from the top two thirds of the
water column with a beaker. The trial period began with the
collection of replicate water samples to estimate actual prey
density. These samples were collected with a vertical tube
sampler lowered onto a rubber stopper placed on the
bottom of the tank, which sampled the entire tank water
column but not the tank bottom. Prey samples were sieved
onto 64-μm mesh and preserved in 10% buffered formalin
for analysis. Immediately after prey sampling, ten predator
individuals were introduced into the tank at mid-water
column (ctenophores, fish larvae) or bottom (barnacles).
Once the predators were in the tank, they were allowed to
forage for either 30 (M. leidyi) or 45 min (G. bosc and
Balanus spp.). At the end of this foraging period, the
experiment was stopped by removing the predators from
the system into a dish containing food-free water. In the
case of G. bosc, 10 mg of MS-222 was added to the trial
tank just prior to predator removal to anesthetize the larvae
and minimize regurgitation during handling. A second
triplicate set of post-experiment prey samples was collected
as described to estimate prey depletion/mortality. Once
removed, the predators were preserved individually in 10%
buffered formalin for gut content analysis. Ctenophores
dissolve in formalin, so no further processing was required.
The digestive track of both G. bosc and Balanus spp. was
removed by dissection and the contents of the foregut were
examined and counted by prey type. Individual lengths
were recorded for M. leidyi prior to preservation. The

2006 2007

Ctenophores Larval gobies Ctenophores Larval gobies Barnacles

0.01 0.1 0.1 0.1 0.1

0.02 0.25 0.25 0.25 0.25

0.05 0.5 0.50 0.50 0.50

0.1 0.75 0.75 0.75 0.75

0.2 1.0 1.0 1.0 1.0

0.5 1.5 1.5 1.5 1.5

1.0 2.0 2.0 2.0 2.0

3.0 4.0 3.0 3.0 3.0

Table 1 Target prey densities
(ml−1) for each year and preda-
tor type. The target densities in
2007 were adjusted based on the
observed total feeding rates in
2006. The three lowest densities
for the ctenophore trials were
changed by an order of magni-
tude and are italicized in the
table
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lengths of G. bosc were estimated based on a sub-sample of
25 larvae taken from the source cohort on each trial day.
Shell heights of Balanus spp. were measured at the time of
sample processing (see below). Tanks were arbitrarily
numbered one to eight and the trials in individual tanks
were completed in an ascending, overlapping series. After
the trials had been completed in all eight replicate tanks, all
remaining water was siphoned into a holding tank and
treated according to an approved biosecurity protocol. The
contents of both prey density and predator gut samples
were counted at ×1–8 magnification.

Data Analysis Chesson’s electivity index was calculated for
each individual predator based on gut and prey density
samples.

ai ¼
pi
qiP

k

pk
qk

where pi is the proportion of prey type i in the predator gut
and qi is the proportion of prey type i in the trial tank. The
neutral selection for prey type i is indicated by a Chesson’s
α value equal to 1/n where n is the number of prey types
present (i.e., 0.5). In our experiments, positive selection is
indicated by values above 0.5 and the negative selection by
values below 0.5. The mean selectivity value for each of the
trial tanks was used for analysis. The selectivity data for
oyster larvae were compared with a two-way ANOVA for
each predator type with prey type (n=3) and stage (n=2) as
independent variables. Replicates (i.e., tanks) were exclud-
ed from these calculations if fewer than 50% of the
individuals in the replicate had at least ten prey items in
the gut sample. Each observation (i.e., tank mean) was also
weighted by the deviation of qi from 0.5 to account for
changes in behavior of Chesson’s α when the relative
proportion of prey items differ by more than 5–10% in a
two-prey model (Confer and Moore 1987).

Consumption rate was measured as the mean total prey
consumed by predators within a single tank (n=10) during
each experimental trial. The consumption rate of oyster
larvae was examined as a function of total prey density,
larval stage, and larval type with an ANCOVA to identify a
functional response for each predator. The consumption rate
data were ln (X+1) transformed to correct for heteroscedas-
ticity. All statistical tests were conducted with a type 1 error
rate of 5% (i.e., α=0.05).

Differences in relative mortality due to predation (d)
among larval types were calculated based on observed
feeding rates for each predator type adjusted for observed
differences in predator preference for each larval type
relative to alternative prey by multiplying the mean feeding
rate by the appropriate mean Chesson’s α. The adjusted
feeding rate was converted to a relative estimate of

instantaneous mortality rate based on a 12-h feeding period
per day and a 24-day larval period.

N1 ¼ N0 � Ci � ai � 60� 12

Mx ¼ ln
N1

N0

� �

� 24

dCa ¼ MCa

MCv

where N0 is the cohort size at hatch, N1 is the cohort size
1 day after hatch, Ci is the observed consumption rate
(min−1) of predator i from our experiment, and αi is the
observed preference value in our experiments. The param-
eter Mx is the instantaneous mortality rate for cohort x
between hatch and settlement. The parameter d is the ratio
of M for a non-native species and M for C. virginica. This
value does not estimate the total predator impact in the
natural world but rather the relative change in the
instantaneous mortality rate due to predation (M) over the
entire larval period assuming a complete replacement of
native oyster larvae with one of the non-native larval types.

Results

Prey Preferences The patterns of preference for oyster larvae
differed as a function of predator type, oyster larval type, and
oyster larval stage. Ctenophores were the only predator type
that had consistently positive feeding rates on early-stage
oyster larvae. Larval G. bosc. fed very inconsistently on
early-stage oyster larvae and Balanus spp. fed only on later-
stage oyster larvae. The mean sizes of predators are given in
Table 2 and did not differ significantly across oyster larval
strains within predator type or larval stage (ANOVA, all
F0.05,2,802<3.75, all p>0.06).

Ctenophore preference for oyster larvae was significantly
different across oyster larval type and stage (F0.05, 2,58=
12.593, p<0.0001) with the preference for C. virginica
significantly lower than the preference for either C.
ariakensis strain for both early-stage (q3,58=5.2; p<0.0001)
and late-stage oyster larvae (q3,58=6.7; p<0.0001) based on
a Dunnett’s test (Fig. 1). The mean preference values for
early-stage oyster larvae in the 2006 trials were consistently
less than 0.5, indicating that all three oyster larval types were
less preferred than rotifers by ctenophores (Fig. 1a). However,
while the mean preference was negative for early-stage C.
virginica larvae (mean Chesson’s α was below 0.5) in 2007,
it was strongly positive (mean Chesson’s α=0.74 and 0.89)
for the C. ariakensis South China and Oregon strain,
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respectively (Fig. 1b). Despite the observed difference
between years, the preference for both strains of C. ariakensis
larvae was significantly higher than the preference for C.
virginica larvae overall. The ctenophore preference for late-

stage oyster larvae was consistently positive across all oyster
larval types in both years (Fig. 1c, d).

Larval naked gobies had low predation rates relative to
other predators and fed consistently only on the late-stage

Year Stage Mean SD FR

Predator

Ctenophores (length, cm) E 5.2 1.3 7.6 (9.0)

L 5.7 1.5 15.6 (24.2)

Larval naked goby (total length, mm) E 4.1 0.62 0.0014 (0.003)

L 5.2 0.88 0.014 (0.004)

Barnacles (shell height, cm) E 0.94 0.19 0

L 0.94 0.19 2.35 (0.50)

Oyster larvae

C. virginica 2006 E 136 24.59

L 248 22.51

2007 E 145 18.41

L 276 49.7

C. ariakensis OS 2006 E 154 11.4

L 282 49.7

2007 E 134 23.02

L 188 31.96

C. ariakensis SC 2006 E 108 8.37

L 248 13.04

2007 E 118 19.24

L 160 29.15

Table 2 Mean size and SD of
the predators and oyster larvae
(shell height, μm) used in the
feeding experiments as well as
the mean (SD) total feeding rate
(FR; individual per minute) of
predators across all treatments
within the larval stage. The size
data are presented separately for
early (E)- and late (L)-stage
trials. The size data for oyster
larvae are separated by year
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Fig. 1 Mean relative preference (±SD) of lobate ctenophores, M.
leidyi, for early-stage (a, b) and late-stage (c, d) oyster larvae
(Crassostrea spp.) mixed with rotifers (Branchionus spp). Data are
given separately for trials conducted in 2006 (a, c) and 2007 (b, d).

Data are given separately in each panel for C. virginica (Cv), C.
ariakensis Oregon strain (Ca OS), and C. ariakensis South China
strain (Ca SC). Asterisks indicate a significant difference at α=0.05
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oyster larvae, yet they also displayed a stronger preference
for C. ariakensis larvae than C. virginica larvae in
comparison to alternative prey. Larval goby preference for
oyster larvae in comparison to alternative prey was
consistently above 0.6 for all oyster larval types, indicating
a positive preference for late-stage oyster larvae relative to
the alternate prey. The preference for oyster larvae differed
significantly among oyster larval types (F0.05, 2,19=5.14, p=
0.016). The preference for C. virginica was significantly
lower than the preference for both strains of C. ariakensis
larvae based on a Dunnett’s test (q3,19=6.9, p<0.0001;
Fig. 2a).

Barnacles consumed oyster larvae and rotifers but dis-
played neither positive nor negative preference for any
individual prey type. Barnacles fed only on late-stage oyster
larvae most likely because of their inability to access a prey
distant from the substrate to which they are attached. The
mean preference for oyster larvae did not differ from 0.5
across all larval types (X ¼ 0:55, SE=0.04; Fig. 3a) and did
not differ significantly among oyster larval types (F0.05, 2,11=
2.582, p=0.12).

Predator Foraging Rate Ctenophore foraging rate (min−1)
on oyster larvae in the presence of alternative prey differed
as a function of oyster species, oyster larval stage, and total
prey density. For early-stage larvae, foraging rate was highest
when feeding on C. ariakensis larvae. Ctenophores did not
display a significant functional response (F0.05, 1,22=0.189,
p=0.67) when feeding on early-stage oyster larvae but the
mean foraging rate did differ among oyster larval types
(F0.05, 2,22=9.1, p<0.001; Fig. 4a). The ctenophore foraging
rate was significantly higher for the two C. ariakensis strains
in comparison to C. virginica based on a linear contrast
(Scheffe’s test; p<0.0001). No significant functional
response was observed for ctenophores feeding on rotifers
in early-stage trials (F0.05, 1,22=0.46, p=0.504; Fig. 4b), but
the mean foraging rate on rotifers was significantly lower
when paired with C. ariakensis South China strain than with
either C. virginica or C. ariakensis Oregon strain based on a
linear contrast (Scheffe’s test; p=0.009).

The ctenophore foraging rate for late-stage oyster
larvae increased with prey density but did not change
between C. virginica and C. ariakensis. Ctenophores
displayed a significant positive functional response for
late-stage oyster larvae (F0.05, 1,35=80.5, p<0.0001;
Fig. 4c), and foraging rate did not differ among oyster
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larval types (F0.05, 2,35=5.1, p=0.07). Ctenophores also
had a significant positive functional response to rotifers in
the late stage trials (F0.05, 1,35=15.3, p=0.019; Fig. 4d)
and mean foraging rate differed for rotifers paired with
different oyster larval types (F0.05, 2,35=23.1, p=0.001).
The foraging rate of ctenophores on rotifers was highest
when mixed with C. virginica than either C. ariakensis
Oregon strain or C. ariakensis South China strain
(Scheffe’s test; p=0.038).

The foraging rate of larval naked goby or barnacles
feeding on oyster larvae did not change among oyster larval
types or as a function of prey density. Goby larvae did not
display a significant functional response (F0.05, 1,16=0.137,
p=0.716) for oyster larvae and the mean feeding rate on
late-stage oyster larvae did not differ significantly among
oyster larval types (F0.05, 2,16=1.306, p=0.295) although
the feeding rate on both C. ariakensis larval types were
consistently higher than for C. virginica larvae (Fig. 2b).
The barnacles did not display a significant functional
response for late-stage oyster larvae (F0.05, 1,10=0.136, p=
0.172). The mean barnacle feeding rate did, however, differ
significantly among oyster larval types (F0.05, 2,10=22.8, p<
0.001) with the feeding rate for C. ariakensis South China

strain significantly higher than both C. ariakensis Oregon
strain and C. virginica based on a linear contrast (Scheffe’s
test; p<0.001; Fig. 3b).

Oyster Larvae Mortality Rate The differences in both the
preference and the feeding rate among predators translated
into differences in relative mortality rate (d). Ctenophores
appear to be the more important predator of the three in
terms of total estimated consumption as they displayed both
significant differences in preference among larval types in
comparison to alternative prey and a higher feeding rate.
The larval naked gobies showed a significantly higher
preference for C. ariakensis larvae but had a low feeding
rate (Table 2). The barnacles displayed no preference but
increased their feeding rate for C. ariakensis larvae. The
relative mortality rate of early-stage larvae due to cteno-
phores shifted from essentially no mortality for C. virginica
to a relative M of 0.01 for C. ariakensis South China strain
and 0.05 for C. ariakensis Oregon strain, which translated
to a d-value of 21 over a 24-day larval period. The
predation mortality by M. leidyi on late-stage larvae had a
relative mortality difference of 9 and 17.7 for C. ariakensis
Oregon strain and South China strain, respectively. The
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Fig. 4 Foraging rate as a function of total prey density for M. leidyi
feeding on oyster larvae (a, c) and rotifers (b, d). Data are given
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larvae (a, b) or rotifers and late-stage larvae (c, d). Symbols indicate
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differences in relative predation mortality for G. bosc were
20 and 35 for C. ariakensis South China strain and Oregon
strains respectively. Only the feeding rates differed signif-
icantly among the larval types for barnacles, and this
translated to a difference in relative mortality of 9.3 and
0.56 for C. ariakensis South China and Oregon strains,
respectively.

Discussion

The introduction of a non-native species into any ecosystem
has a high potential to alter that ecosystem and the costs
and benefits of such actions should be closely scrutinized.
In this study, we were concerned with whether differences
in relative predation vulnerability exist between the native
and non-native oyster species in Chesapeake Bay that may
affect the success of non-native oysters supplementing the
native population. It is important to make a meaningful
prediction regarding success prior to making the irrevers-
ible decision to introduce a non-native species. Such
predictions will be greatly enhanced if we understand and
account for differences in survival rate between native and
non-native species over their entire life histories. Our
examination of relative predation rates suggests that differ-
ences do exist in the relative vulnerability to predation
between C. virginica and two strains of C. ariakensis
during the larval stage. For all three predators tested, one or
both strains of C. ariakensis experienced higher predation
rates or was a more highly preferred prey than C.
virginica.

The differences in relative predation vulnerability of
larvae can be separated into factors likely to affect either the
probability of encounter with a predator, probability of
attack given an encounter, or probability of escape once
encountered and attacked. Those considered indirectly here
via our choice of predators are differences most likely to
affect encounter rate, including visual differences such as
differences in individual larval size or coloration and
distributional differences such as predator vertical position.
The differences in oyster larval size may also result in
differences in escape potential as swimming speed has been
found to be positively related to size (Troost et al. 2008b).
In our experiments, the size differences between species
were small particularly for the early-stage larvae, so the
observed differences in vulnerability are most likely due to
other factors. Many species of bivalve larvae, particularly
oysters, are known to become negatively phototactic as
they develop (Bayne 1964; Carriker 1951); the resulting
increase in mean depth should decrease the encounter rates
with pelagic predators and increase the encounter rates with
benthic predators. Vertical distributions of larvae were
possible in this study but were not observable. We therefore

cannot directly assess the importance of variation in vertical
distributions among larval types and ages to vulnerability in
our experiments.

Prior to this study, the observed differences in visibility
and distribution between C. virginica and C. ariakensis
larvae suggested that the C. ariakensis larvae may be more
vulnerable than C. virginica to visual and demersal
predators. In contrast, C. virginica was thought to be more
vulnerable to pelagic predators based on an assumption of a
higher vertical distribution, but this would also be a
function of predator distribution and water column stratifi-
cation (Manuel et al. 2008). The results of this study only
partially support these predictions. The vulnerability of C.
ariakensis to a benthic visual predator (G. bosc) was higher
than that of C. virginica, but not to a benthic non-visual
predator (Balanus spp.), lending support to the hypothesis
that the differences in visibility are important in defining
the predation vulnerability of oyster larvae, particularly
during the later stages close to settlement. The vulnerability
to a pelagic non-visual predator (M. leidyi) was also higher
for C. ariakensis than for C. virginica, although the results
were less consistent for the early stages. Since this
difference is not due to visual cues, it may be the result of
either differences in predator encounter rates or differences
in escape potential. Our data do not allow for any
conclusions as to the ultimate cause, but this would be a
fruitful area for continued study.

We are not aware of any other published study that
has compared the predation vulnerability of larval C.
virginica to the larvae of other congenerics across a suite
of potential predators; however, the vulnerability of
introduced oyster larvae has been compared to the larvae
of native bivalves in other systems. Crassostrea gigas has
become well established in the Oosterschelde estuary (SW
Netherlands) and this is thought to be partially due to the
increased escape potential of C. gigas larvae compared to
the native Mytilus edulis when exposed to filtration by
adult bivalves (Troost et al. 2008a). In the Oosterschelde
estuary, swimming speed, which is a function of larval
size, was thought to be the primary determinant of
differences in larval predation vulnerability. This finding
supports the hypothesis that differences in larval size may
be important, particularly when larviphagy is a significant
source of mortality.

Larviphagy has been observed in many species of
bivalves including C. virginica (Tamburri and Zimmer-
Faust 1996) and may be an important source of larval
mortality in estuaries with an abundance of adult bivalves.
The importance of larviphagy in Chesapeake Bay is likely
to be low due to the present low oyster biomass. The
relative vulnerability of C. ariakensis and C. virginica
larvae to predation by benthic filter-feeders, such as adult
oysters and Balanus spp., should be governed by similar
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dynamics, which suggests that differences in vulnerability
will be small. Yet, predation vulnerability to adult oysters
may still differ due to differences in feeding behavior and
size selectivity (Barnes and Barnes 1982; Newell and
Langdon 1996) and this will be a fruitful area for future
study.

The real-world impact of any difference in vulnerability
among native and non-native larvae will be a function of
total larval consumption of a particular predator type
relative to the total number of bivalve larvae in the system.
The rates of oyster larval predation by invertebrate
predators at natural densities have been observed to be
low in marine systems (Johnson and Shanks 2003). Yet,
studies of oyster larval predation in estuaries such as
Chesapeake Bay have found the predation rates to be
significant on oyster larvae under natural conditions (Harding
1999; Purcell et al. 1991), suggesting that the predation rate
on bivalve larvae may be dependent on local prey density
and the predator types present. In our experiments, the
feeding rates of all predators were negligible below a prey
density of 0.1 ml−1, but oyster larvae are commonly found at
densities as high as 200 ml−1 in Chesapeake Bay, particularly
around oyster reefs (Chesapeake Bay monitoring program;
http://www.chesapeakebay.net/data_plankton.aspx). The crit-
ical factors determining the influence of a particular predator
on total larval survival are likely to be foraging rate, predator
functional response, and differences in predator selectivity
among larval types.

The larvae of the reef-associated benthic predator, G.
bosc, displayed the largest selectivity difference between
native and non-native oyster larvae. However, the per capita
consumption rate of G. bosc larvae, at 0.014 prey per
individual per minute, was the lowest among the predator
types examined. Harding (1999) reported a peak consump-
tion rate of 0.03 prey per individual per minute in
experimental trials and stated that, at a density of ten
gobies per square meter, G. bosc could consume 74% of the
natural larval production for oysters on a reef. A conversion
of our observed feeding rates to an estimate of difference in
instantaneous mortality (d) suggests that predation mortality
could be much higher for C. ariakensis larvae than for C.
virginica larvae assuming that the preferences and feeding
rates we observed persist through demersal larval stages of
G. bosc. We did not observe a functional response for G.
bosc, so the feeding rate may not change above our
threshold prey density (0.1 ml−1). Further, oyster larvae in
later stages move in close to the reef in preparation for
settlement and larval densities at this time are high
(Harding and Mann 2000). So, despite their low consump-
tion rate, G. bosc may be capable of having a substantial
impact on the number of oyster larvae surviving to
settlement.

Oyster larvae are vulnerable to pelagic predators such as
M. leidyi earlier in the larval stage (Purcell et al. 1991) and
there appear to be important differences in predation
vulnerability to M. leidyi between native and non-native
oyster larvae greater than the observed vulnerability to
early-stage G. bosc larvae. M. leidyi is a voracious
zooplanktivore that has the ability to clear the water of
mesozooplankton during periods of high abundance in the
summer (Purcell et al. 2001). Diet analysis (Purcell et al.
1994; Sullivan and Gifford 2004) and laboratory experi-
ments (Grove and Breitburg 2005) suggest that mesozoo-
plankton (e.g., Acartia tonsa) are the dominant prey item
for M. leidyi; however, M. leidyi also feed on micro-
zooplankton and show a strong preference for native oyster
larvae in experiments (Purcell et al. 1991). The period of
peak abundance of ctenophores also occurs during the
summer months and overlaps with the peak spawning
period of both C. virginica and C. ariakensis (Allen et al.
2005; Kennedy 1996). Our results suggest that the oyster
larvae are positively selected relative to comparably sized
zooplankton prey. Therefore, even if oyster larvae are a
relatively minor component of ctenophore diets in Ches-
apeake Bay, the high consumption rate of ctenophores
generates potential for impact on total predation mortality
during the larvae period, particularly in the years of above-
average ctenophore density (Purcell 1992).

Overall, our results suggest that the relative differences
in the mortality rates of C. ariakensis and C. virginica
larvae may be important and should be considered in an
examination of the population viability of non-native
oysters in Chesapeake Bay. Several studies have indicated
that the variability in larval survival is less important in
determining annual recruitment due to the impact of post-
settlement mortality (Newell et al. 2000). Yet, with total
larval survival frequently less than 1% (Rumrill 1990), even
small differences in predation vulnerability during the larval
stage can translate to large differences in larval delivery to
the substrate (Thorson 1950) that must be accounted for in
making predictions regarding population viability. Our
results provide an important example of the need to
incorporate all life stages into a benefits analysis of non-
native introductions into complex estuarine ecosystems.
More work is needed to fully understand the causative
factors for these observed differences in larval vulnerability
to predation. Nonetheless, the results of this study demon-
strate a potentially important difference between species
that should be incorporated into simulation models used to
predict oyster larval distribution in order to achieve a more
realistic picture of how recruitment may differ between
native and non-native oysters. The outcome will be a better
assessment of whether the projected benefits of a non-
native introduction outweigh the projected costs, which can
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provide guidance for the better use of management
resources.

Acknowledgements This work would not have been possible
without the efforts and advice of many people. We particularly
wish to thank Rebecca Morris, Eileen Graham, Spencer Bykowski,
Genevieve Smith, and Scott Berg for their help in culturing
predators and prey and in conducting the experiments. Dr. Roger
Newell gave much useful advice on the experimental setup and
provided data on his own experiments involving larval vertical
distribution. We thank Stephanie Bonniwell for providing oyster
larvae for this study. This work was funded by a grant from the
NOAA Chesapeake Bay Office.

References

Allen, S.K., A.J. Erskine, E.J. Walker, and G.A. DeBrosse. 2005.
Production of tetraploid Suminoe oysters, Crassostrea ariaken-
sis. Aquaculture 247: 3.

Annett, C. 1989. Differential predation on color morphs of the Midas
cichlid, Cichlasoma citrinellum. Animal Behavior 37: 935–942.

Baker, S.M., J.S. Levinton, J.P. Kurdziel, and S.E. Shumway. 1998.
Selective feeding and biodeposition by zebra mussels and their
relation to changes in phytoplankton composition and seston
load. Journal of Shellfish Research 17: 1207–1213.

Bakker, C.M., D. Mazzi, and S. Zala. 1997. Parasite-induced changes
in behavior and color make Gammarus pulex more prone to fish
predation. Ecology 78: 1098–1104.

Barnes, M., and H. Barnes. 1982. Effect of turbulence on the feeding
and moulting of the cirripede Balanus balanoides (L.) given an
algal diet. Journal of Experimental Marine Biology and Ecology
65: 163–172.

Bayne, B.L. 1964. The responses of the larvae of Mytilus edulis L. to
light and to gravity. Oikos 15: 162–174.

Breese, W.P., and R.E. Malouf. 1977. Hatchery rearing techniques for
Crassostrea rivularis. Aquaculture 12: 123–126.

Browman, H.I., and B.M. Marcotte. 1987. Effects of prey color and
background color on feeding by Atlantic salmon alevins.
Progressive Fish Culturist 49: 140–143.

Calvo, G.W., M.W. Luckenbach, S.K. Allen Jr., and E.M. Burreson.
2001. A comparative field study of Crassostrea ariakensis
(Fujita 1913) and Crassostrea virginica (Gmelin 1791) in
relation to salinity in Virginia. Journal of Shellfish Research
20: 221–229.

Carriker, M.R. 1951. Ecological observations on the distribution of
oyster larvae in New Jersey estuaries. Ecological Monographs
21: 19–38.

Confer, J.L., and M.V. Moore. 1987. Interpreting selectivity indices
calculated from field data or conditions of prey replacement.
Canadian Journal of Fisheries and Aquatic Sciences 44:1529–
1533.

Cowan, J.H., and E.D. Houde. 1993. Relative predation potentials of
scyphomedusae, ctenophores and planktivorous fish on ichthyo-
plankton in Chesapeake Bay. Marine Ecology Progress Series
95: 55–65.

Curio, E. 1976. The ethology of predation. Berlin, Germany: Springer.
Dunham, J.B., D.S. Pilliod, and M.K. Young. 2004. Assessing the

consequences of nonnative trout in headwater ecosystems in
Western North America. Fisheries 29: 18–24.

Dunstan, P.K., and N.J. Bax. 2008. Management of an invasive marine
species: defining and testing the effectiveness of ballast-water

management options using management strategy evaluation.
ICES Journal of Marine Science 65: 841–850.

Eckman, J.E. 1996. Closing the larval loop: linking larval ecology to
the population dynamics of marine benthic invertebrates. Journal
of Experimental Marine Biology and Ecology 200: 207–237.

Grove, M., and D.L. Breitburg. 2005. Growth and reproduction of
gelatinous zooplankton exposed to low dissolved oxygen.
Marine Ecology Progress Series 301: 185–198.

Harding, J.M. 1999. Selective feeding behavior of larval naked gobies,
Gobiosoma bosc, and blennies, Chasmodes bosquianus and
Hypsoblennius hentzi: Preferences for bivalve veligers. Marine
Ecology Progress Series 179: 145–153.

Harding, J.M., and R. Mann. 2000. Estimates of naked Goby
(Gobiosoma bosc), striped blenny (Chasmodes bosquianus) and
Eastern oyster (Crassostrea virginica) larval production around a
restored Chesapeake Bay oyster reef. Bulletin of Marine Science
66: 29–45.

Hegaret, H., and J. Mazurie. 2005. Restoration of oyster production in
France by introduction of non-native species: History and
overview. Journal of Shellfish Research 24: 1263.

Johnson, K.B., and A.L. Shanks. 2003. Low rates of predation on
planktonic marine invertebrate larvae. Marine Ecology Progress
Series 248: 125–139.

Jordan, S.J., and J.M. Coakley. 2004. Long-term projections of eastern
oyster populations under various management scenarios. Journal
of Shellfish Research 23: 63–72.

Kennedy, V.S. 1996. Biology of larvae and spat. In The eastern oyster,
Crassostrea virginica, ed. V.S. Kennedy, R.I.E. Newell, and A.
Eble, 371–421. College Park, MD: Maryland Sea Grant College.

Kennedy, B.P., C.P. Chamberlain, J.D. Blum, K.H. Nislow, and C.L.
Folt. 2005. Comparing naturally occurring stable isotopes of
nitrogen, carbon, and strontium as markers for the rearing
locations of Atlantic salmon (Salmo salar). Canadian Journal
of Fisheries and Aquatic Sciences 62: 48–57.

Knapp, R.A., P.S. Corn, and D.E. Schindler. 2001. The introduction of
nonnative fish into wilderness lakes: Good intentions, conflicting
mandates, and unintended consequences. Ecosystems 4: 275–278.

Landis, W.G. 2004. Ecological risk assessment conceptual model
formulation for nonindigenous species. Risk Analysis 24: 847–858.

Manuel, J.L., R.I.E. Newell, and V.S. Kennedy. 2008. Quantifying the
response of different strains of Crassostrea ariakensis larvae to
environmental change under spatially realistic conditions. UM
Center for Environmental Science Horn Point Laboratory,
NA04NMF4570423, Annapolis, MD.

Miller, A., G.M. Ruiz, M.S. Minton, and R.F. Ambrose. 2007.
Differentiating successful and failed molluscan invaders in estuarine
ecosystems. Marine Ecology Progress Series 332: 41–51.

Newell, R.I.E. 1988. Ecological changes in Chesapeake Bay: Are they
the result of overharvesting the American oyster, Crassostrea
virginica? In Understanding the estuary: Advances in Chesa-
peake Bay research, ed. M.P. Lynch and E.C. Krome, 536–546.
Gloucester Point: Chesapeake Research Consortium.

Newell, R.I.E., and C.J. Langdon. 1996. Mechanisms and physiology
of larval and adult feeding. In The eastern oyster Crassostrea
virginica, ed. V.S. Kennedy, R.I.E. Newell, and A.F. Eble, 185–
230. College Park: Maryland Sea Grant College.

Newell, R.I.E., G.S. Alspach Jr., V.S. Kennedy, and D. Jacobs. 2000.
Mortality of newly metamorphosed eastern oysters (Crassostrea
virginica) in mesohaline Chesapeake Bay. Marine Biology 136:
665–676.

Newell, R.I.E., T.R. Fisher, R.R. Holyoke, and J.C. Cornwell. 2005.
Influence of eastern oysters on nitrogen and phosphorus
regeneration in Chesapeake Bay, USA. In The comparative roles
of suspension feeders in ecosystems, vol. 47, ed. R. Dame and S.
Olenin, 93–120. Netherlands: Springer.

Estuaries and Coasts



North, E.W., Z. Schlag, R.R. Hood, M. Li, L. Zhong, T. Gross, and V.
S. Kennedy. 2008. Vertical swimming behavior influences the
dispersal of simulated oyster larvae in a coupled particle-tracking
and hydrographic model of Chesapeake Bay. Marine Ecology
Progress Series 359: 99–115.

NRC. 2004. Nonnative oysters in the Chesapeake Bay. Washington,
DC: The National Academies Press.

Purcell, J.E. 1992. Effects of predation by the scyphomedusan
Chrysaora quinquecirrha on zooplankton populations in Ches-
apeake Bay, USA. Marine Ecology Progress Series 87: 65–76.

Purcell, J.E. 2005. Climate effects on formation of jellyfish and
ctenophore blooms: A review. Journal of the Marine Biological
Association of the United Kingdom 85: 461–476.

Purcell, J.E., F.P. Cresswell, D.G. Cargo, and V.S. Kennedy. 1991.
Differential ingestion and digestion of bivalve larvae by the
scyphozoan Chrysoara quinquecirrha and by the ctenophore
Mnemiopsis leidyi. Biological Bulletin 180: 103–111.

Purcell, J.E., J.R. White, and M.R. Roman. 1994. Predation by
gelatinous zooplankton and resource limitation as potential
controls of Acartia tonsa copepod populations in Chesapeake
Bay. Limnology and Oceanography 39: 263–278.

Purcell, J.E., T.A. Shiganova, M.B. Decker, and E.D. Houde. 2001.
The ctenophore Mnemiopsis in native and exotic habitats: U.S.
estuaries versus the Black Sea basin. Hydrobiologia 451: 145–
176.

Rodney, W.S., and K.T. Paynter. 2006. Comparisons of macrofaunal
assemblages on restored and non-restored oyster reefs in
mesohaline regions of Chesapeake Bay in Maryland. Journal of
Experimental Marine Biology and Ecology 335: 39–51.

Ruesink, J.L., H.S. Lenihan, A.C. Trimble, K.W. Heiman, F. Micheli,
J.E. Byers, and M.C. Kay. 2005. Introduction of non-native
oysters: Ecosystem effects and restoration implications. Annual
Review of Ecology Evolution and Systematics 36: 643–689.

Ruiz, G.M., and F.C. Dobbs. 2004. Biological invasions: Consequen-
ces for parasites, pathogens, emerging diseases, and fisheries in
the marine environment. ASFB invasive species: Fish and
fisheries workshop. Wellington: SIR Publishing.

Rumrill, S.S. 1990. Natural mortality of marine invertebrate larvae.
Ophelia 32: 163–198.

Steinberg, P.D., and V.S. Kennedy. 1979. Predation upon Crassostrea
virginica (Gmelin) larvae by two invertebrate species common to
Chesapeake Bay oyster bars. The Veliger 22: 78–84.

Sullivan, L.J., and D.J. Gifford. 2004. Diet of the larval ctenophore,
Mnemiopsis leidyi A. Agassiz (Ctenophora, Lobata). Journal of
Plankton Research 26: 417–431.

Tamburri, M.N., and R.K. Zimmer-Faust. 1996. Suspension feeding:
Basic mechanisms controlling recognition and ingestion of
larvae. Limnology and Oceanography 41: 1188–1197.

Thorson, G. 1950. Reproductive and larval ecology of marine bottom
invertebrates. Biological reviews of the Cambridge Philosophical
Society 25: 1–45.

Troost, K., P. Kamermans, and W.J. Wolff. 2008a. Larviphagy in
native bivalves and an introduced oyster. Journal of Sea
Research 60: 157–163.

Troost, K., R. Veldhuizen, E.J. Stamhuis, and W.J. Wolff. 2008b. Can
bivalve veligers escape feeding currents of adult bivalves?
Journal of Experimental Marine Biology and Ecology 358:
185–196.

White, M.E., and E.A. Wilson. 1996. Predators, pests, and compet-
itors. In The eastern oyster, ed. V.S. Kennedy, R.I.E. Newell, and
A. Eble, 559–660. College Park: Maryland Sea Grant College.

Zaret, T.M., and W.C. Kerfoot. 1975. Fish predation on Bosmina
longirostris: Body size selection versus visibility selection.
Ecology 56: 232–237.

Zhou, M., and S.K. Allen. 2003. A review of published work on
Crassostrea ariakensis. Journal of Shellfish Research 22: 1–20.

Estuaries and Coasts


	Differences...
	Abstract
	Introduction
	Methods
	Results
	Discussion
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 1.30
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 1.30
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 600
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e5c4f5e55663e793a3001901a8fc775355b5090ae4ef653d190014ee553ca901a8fc756e072797f5153d15e03300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc87a25e55986f793a3001901a904e96fb5b5090f54ef650b390014ee553ca57287db2969b7db28def4e0a767c5e03300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020d654ba740020d45cc2dc002c0020c804c7900020ba54c77c002c0020c778d130b137c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor weergave op een beeldscherm, e-mail en internet. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents best suited for on-screen display, e-mail, and the Internet.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <FEFF004a006f0062006f007000740069006f006e007300200066006f00720020004100630072006f006200610074002000440069007300740069006c006c0065007200200037000d00500072006f006400750063006500730020005000440046002000660069006c0065007300200077006800690063006800200061007200650020007500730065006400200066006f00720020006f006e006c0069006e0065002e000d0028006300290020003200300031003000200053007000720069006e006700650072002d005600650072006c0061006700200047006d006200480020>
  >>
  /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 /ConvertToRGB
      /DestinationProfileName (sRGB IEC61966-2.1)
      /DestinationProfileSelector /UseName
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing false
      /UntaggedCMYKHandling /UseDocumentProfile
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


