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Abstract. On the rocky shores of the Gulf of Maine, the American lobster, Homarus
americanus, the Jonah crab, Cancer borealis, the Rock crab, Cancer irroratus, and the Green
crab, Carcinus maenas, compose a guild of highly mobile predators. Although the species are
potential competitors that consume the same prey and utilize the same shelters, lobsters also prey
on crabs (i.e., lobsters are intraguild predators of crabs). During daytime low tides, crabs are
also preyed upon by Larus spp. gulls. In this study, I investigated the importance of avian and
intraguild predation in influencing the diel and spatial (depth) patterns of decapod activity in the
algal-covered lower intertidal and subtidal zones of Appledore Island, Maine, USA. During the
summer months of 1999, the diel abundance and size distribution of active individuals was
measured at several depths for each decapod species. Densities of active lobsters were highest at
night and did not vary with depth. Contrary to prevailing knowledge, C. borealis and C. maenas
were active almost exclusively during the day. While diurnal C. borealis were significantly
more abundant in the deepest zone (9-11 m), C. maenas was not found at this depth and was
most abundant in the shallowest zone (0-1 m). Day and night C. irroratus densities were not
significantly different and showed no significant variation with depth. Only C. irroratus
populations exhibited a diel difference in the mean size of individual crabs. The mean size of
individuals observed during the day was larger than those observed at night. During the day, C.
borealis were larger at depths of 9-11 m than at depths of 1-3 m, while C. maenas crabs were
larger at depths of 5-7 m than at depths of 0-1 m.
The magnitude of avian predation was assessed by censuses of crab remains collected in the
intertidal during periods of low tide. Results reinforce previous studies in suggesting that gulls
are a major factor limiting the upper distribution of C. borealis. In the subtidal, the relative
availability of potential shelters does not appear to account for the depth distributions observed
among the species. The presence of a potentially sheltering Codium algal canopy at 1 to 7 m
may be important for C. maenas and C. irroratus. A subtidal tethering experiment with C.
borealis and C. irroratus revealed no diel or depth differences in crab survival. Overall, rates of
predation were very low, but were significantly higher for small than for large crabs. Besides
lobsters, no other predators were observed at the study site; predation on tethered crabs was
therefore attributed to lobsters. In laboratory experiments exposing pairs of small and large C.
borealis and C. irroratus to lobsters, small crabs were shown to be significantly more vulnerable
to predation than large conspecifics; C. borealis and C. irroratus of similar size were equally
vulnerable. Large crabs, however, were attacked 71 times more often than were small crabs.
The results of this study reinforce concerns that traditional models of rocky shore community
organization must be amended to include mobile predators. They indicate that competitive
interactions between small crabs and lobsters may be unimportant relative to intraguild
predation. For large crabs, perceived nocturnal intraguild predation pressures may be just as
important as competitive interactions between guild members, especially in the recent absence of
predatory fishes. These results underline the importance of understanding the ecological history
of the community. They suggest that the overfishing of coastal fish populations has increased
the relative importance of intraguild interactions and has thereby indirectly strengthened the link
between marine and terrestrial ecosystems.
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INTRODUCTION
The relative importance of competition and predation in determining the characteristics of
individual organisms (e.g. behaviour), populations (e.g. demographics), and communities (e.g.
species coexistence), has been a much debated topic in ecology. Reviews have shown that both
the effects of predation (Hughes, 1980; Sih et al., 1985) and the effects of competition (Connell,
1983; Schoener, 1983) are frequent and important in natural systems. The majority of studies
that have sought to address both interactions simultaneously have done so by comparing the
relative importance of competition within a particular trophic level with that of predation by
higher levels. Root’s (1967 p. 335) definition of the ecological guild as “a group of species that
exploit the same class of environmental resources in a similar way” allows us to simplify a
system by simultaneously describing multiple species from the perspective of their common
resources, but also enables us to focus on the interactions that occur within the guild. The
development of the intraguild predation (IGP) concept has thereby sparked the recognition of
additional complexities involved in species interactions. IGP differs from the classical concepts
of predation and competition in that it combines the two – being the interspecific consumption of
species that potentially compete for the same resources. IGP can therefore occur within a trophic
level and can have more complex effects on organisms, populations, and communities than can
either predation or competition alone (Polis et al., 1989). Consideration of IGP has been
informative in studies of the behaviour of zooplankton (Gismervik and Anderson, 1997), the
population dynamics of scorpions (Polis and McCormick, 1987), and the coexistence patterns of
island spiders and lizards (Spiller and Schoener, 1988).
On the rocky shores of temperate zone marine systems, predation and competition have been
studied extensively (Connell, 1961, 1970; Dayton, 1971; Lubchenco, 1978, 1985; Menge, 1976;
Menge and Lubchenco, 1981; Ojeda and Dearborn, 1990, 1991; Paine, 1966, 1974). IGP has
also been described in these systems (e.g. Paine, 1963). Most of these studies have examined
interactions among sedentary organisms (e.g. algae, gastropods and echinoderms), with large
mobile predators only recently garnering full attention. The work that has been done with highly
mobile predators has shown that their role in communities can be significant (Ojeda and
Dearborn, 1991; Robles, 1987; Witman and Sebens, 1992; Wootton, 1992), yet many of the
interactions among them remain unresolved.

3

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

Lobsters and crabs constitute a dominant and abundant group of the large, highly mobile
animals found along the rocky shores of the northwestern Atlantic’s Gulf of Maine region. In
part due to their economic importance, much has been learned concerning the biology of the
American lobster (Homarus americanus Milne-Edwards), as well as of the three common crab
species, the Jonah crab (Cancer borealis Stimpson), the Rock crab (Cancer irroratus Say), and
the Green crab Carcinus maenas (L.). The four species constitute a guild by utilizing the same
set of resources (shelters and prey) in a mechanically similar way – more so than any other
syntopic species. Although these species have been previously described as belonging to a
“guild” of mussel consumers that has included Asterias sea stars, and the gastropods Buccinum
undatum and Thais lapillus (Menge, 1983; Witman, 1985), these classifications are more
suitably considered “functional groups” in the original definition of the concept (Cummins,
1974) that does not focus on the method with which a resource is utilized – as does the original
guild concept (Root, 1967; Simberloff and Dayan, 1991).
The diets of lobsters and the three crab species show a high degree of habitat-specific overlap
with the predominant prey consisting of mollusks, polychaetes, echinoderms, and other
crustaceans (Elner, 1980; Elner and Campbell, 1987; Ennis, 1973; Hudon and Lamarche, 1989;
Ojeda and Dearborn, 1991; Ropes, 1989; Stehlik, 1993). The exception is that crabs are an
important component of the lobster diet, while very little predation on lobsters by crabs appears
to occur. All four decapods have consistently been described as nocturnal foragers that retreat to
shelter during diurnal periods of inactivity (Aagaard et al., 1995; Burrows et al., 1999; Ennis,
1983, 1984; Fogarty, 1976; Gibson et al., 1998; Lawton, 1987; Naylor, 1958, 1960; Ojeda, 1987;
Pottle and Elner, 1982; Rebach, 1985, 1987; Reid and Naylor, 1989; Stehlik et al., 1991; Wang,
1982; Witman, 1985).
Studies that have addressed the ecology of these decapods have often sought to explain their
distributions and coexistence. However, hypotheses based on interspecific interactions have
focused on the role of competition between the species. Studies have thus centered on finding
dietary differences (Hudon and Lamarche, 1989; Stehlik, 1993) and differences in habitat
utilization (Hudon and Lamarche, 1989; Jeffries, 1966; Stehlik et al., 1991), or have investigated
competition for shelter (Richards, 1992; Richards and Cobb, 1986; Wang, 1982). Few studies
have examined all species simultaneously.
These investigations have shown that C. borealis is competitively inferior to lobsters when it
comes to shelter acquisition in the laboratory setting, regardless of the relative size of individuals
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(Richards and Cobb, 1986). In some habitats, Cancer crabs have also been shown to broaden
their diet in the presence of lobsters (Hudon and Lamarche, 1989). Experimental evidence for
competition in the field, however, is tenuous: only after one of two periods of intensive lobster
removal did Wang (1982) find a significant increase in the number of small C. borealis (< 50
mm carapace width), but not of C. irroratus or large C. borealis. The addition of shelters
resulted only in a significant increase in the density of all decapods, suggesting shelter is a
limiting resource for all four species, but not an important basis for competitive interactions.
Changes in the distribution and resource usage patterns of a species observed in the presence
of other species cannot be solely interpreted as evidence of competition (Mac Nally, 1983);
predatory interactions may have the same effect. Even in a guild, competition among members
is not assured (Connell, 1980; Wiens, 1977). Real or perceived predatory pressures experienced
at different intensities clearly may affect the behaviours and distribution patterns of species
(Hines, 1982) and can be the primary factor affecting the activities and distributions of guild
members, especially when IGP occurs (Wissinger et al., 1996, 1999). For the members of the
decapod guild, both intraguild and extraguild predation may be important interactions. Good
(1992) and Dumas and Witman (1993) have, for example, implicated avian predation in shaping
the distributions of the three crab species in the intertidal and shallow subtidal. Using laboratory
experiments, Richards (1992) has addressed the potential importance that predation by tautog
fish has in influencing the habitat choices of lobsters and C. borealis.
Three types of interspecific interactions may therefore shape the activity patterns and
distributions of a guild’s constituent species: (1) competition among guild members, (2)
intraguild predation, and (3) predation from outside the guild (i.e. extraguild predation). In this
paper, I examine the importance of avian predation and asymmetric IGP by lobsters in affecting
the distribution and timing of activity in the three crab populations. I address three main
questions. (1) What are the diel patterns of activity and depth distribution among lobsters and
the three crab species? (2) Can differences in predation pressure experienced by crabs in the (i)
lower intertidal and (ii) subtidal zone explain the observed differences in their distributions and
activity patterns? (3) Can differences in the vulnerability of crabs to asymmetric IGP by lobsters
explain these differences?
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MATERIALS AND METHODS
Site Description
Field studies were conducted on the northwest shore of Appledore Island, Maine, USA
(42°58’N, 70°37’W; Fig. 1). Appledore Island is part of the Isles of Shoals situated 11 km off
the mainland coast. The study site is relatively sheltered from the prevailing eastern swells that
refract around the north side of the island. The gently sloping bedrock surface that extends to
depths of ≈ 14 m below Mean Low Water Level (MLWL) is dominated by macroalgae
[Ascophyllum nodosum (L.), Chondrus crispus (Stackh.), Codium fragile (Suringar), Fucoid
spp., Laminaria spp., Polysiphonia sp., and other reds]. Isolated clumps of Modiolus modiolus
(L.) and individuals of Agarum cribosum (Mert.) kelp are found among the boulders and large
rocks that occur between 13-15 m depths. Approximately 100 m from the shore at depths greater
than ≈ 14 m the substrate changes to a sandy bottom. Besides decapods, other mobile predators
present around the Isles of Shoals are gulls [Larus argentatus Coues and Larus marinus (L.)] and
several species of fishes, primarily cunner (Tautogolabrus adspersus), sculpin (Myoxocephalus
spp.), juvenile pollock (Pollachius virens), skates (Raja spp.), striped bass (Morone saxatilis)
and winter flounder (Pseudopleuronectes americanus).
Observational methods
Patterns of diel activity, depth distribution, and size structure. – To determine changes in the
depth distribution and population size structure of the four decapod species over their diel
periods of activity, censuses were conducted by myself and one other diver while snorkeling or
using SCUBA. In the subtidal, five day and three nighttime censuses were performed from June
to August 1999. Each subtidal census consisted of three 20 m long, 1 m wide transects
haphazardly placed within each of three depth ranges (1-3 m, 5-7 m, and 9-11 m below MLWL).
Nighttime censuses were conducted using lights covered by red cellophane filters to reduce
startling effects and to better our own night-vision. Within each transect, active individuals
(those not in shelters) were counted and measured to the nearest cm [carapace width (CW) for
crabs, carapace length (CL) for lobsters]. During the low tide hours of three days (7/17/99,
7/30/99, and 8/3/99), I conducted ten 10 m long, 1 m wide snorkeling transects in the lower
intertidal (0-1 m below the water surface). In total, 99 intertidal and subtidal transects were
made during the summer months of 1999.
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Figure 1. Map of the lower Gulf of Maine showing the location of the Isles of
Shoals and the study site on the northwest shore of Appledore Island (inset).

After transforming densities [√(density + ½)] to reduce heteroscedasticity, I compared the
effects of time (day vs. night) and subtidal depth (1-3 m, 5-7 m, and 9-11 m) on the densities of
each of the four decapod species using a two-way ANOVA. To include the 0-1 m deep intertidal
transects that had only been conducted during the day, I also performed a one-way ANOVA for
each species comparing daytime differences in densities across all the depth ranges. Due to the
absence of individuals at particular times and depths I was not able to compare the effects of
these factors on the size distribution of the decapod populations using a two-way ANOVA. I
therefore used a one-way ANOVA on transformed sizes (√CW or √CL) for each species with
either time or depth as the independent variable. I used Scheffe’s (1953) F procedure of
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unplanned a posteriori contrasts (SC) for comparing densities and sizes between the depth
ranges.
Algal cover and shelter availability. – To quantify some of the habitat characteristics of the
study site, I measured the algal cover and the relative availability of shelters at each of the three
depth ranges. Six to twelve 0.0625 m2 quadrats were randomly placed within a depth range. The
dominant canopy algal species was recorded in each of the twenty-five 5 x 5 cm squares within
the quadrat. I determined the effect of depth on percent algal cover (arcsine transformed) using a
one-way ANOVA for each of four classified algal/substrate categories. These categories
consisted of dominant, morphologically similar or rare algae and substrates, grouped as
Polysiphonia sp., Codium fragile, bare rock and Coralline spp., and other (rare) algae.
The relative availability of potential shelters (crevices and holes larger than 5 cm in aperture)
in each of the depth ranges was also assessed. One or 2 main reference lines on which 18-24
random points were chosen were placed at each depth. At each point the number of potential
shelters intersecting a 1 m long length of rope, stretched perpendicular to the main reference line,
was counted. I used a Kruskal-Wallace test to compare the number of shelters per meter-length
counted in each of the three depth ranges.
Diurnal gull predation. – To address the potential importance of avian predators (primarily
Larus argentatus and L. marinus) on the activity patterns, spatial distribution and size
composition of the three crab populations in the intertidal, I indirectly assessed the magnitude of
mortality that these predators exert by collecting the remains of their crab prey. Censuses were
conducted between two hours after sunrise and one hour prior to sunset during the low tide on
five days in June-August 1999. For each census the exposed intertidal zone (Ascophyllum and
Chondrus zones) of the northwest shore of Appledore Island was scoured to collect all the
remains (carapaces and appendages) of killed crabs. Molted carapaces which were easily
distinguished from recently killed crabs containing remnant flesh were discarded. After the first
search along the shore, a second search was made in the reverse direction to make sure all
remains had been collected. Remains were identified to species and CW measured to the nearest
mm.
For those remains where the carapace was not intact or present (all of which were C. borealis
as identified by the shape and black colouration of the dactyloped), one chela was collected
instead. Chela length (ChL) was measured as the length of the dactyloped, from the joint to the
distal point. Measurements of the CW and ChL of 80 live C. borealis (29 to 132 mm CW, 6 to
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40 mm ChL), collected from the subtidal of Appledore Island’s southwest shore, were used to
calculate an expression for CW as a function of ChL. This regression was used to convert the
ChLs of collected remains to CWs. The calculated CWs were combined with the measured CWs
to determine the size distribution of C. borealis crabs killed by the two gull species. Using an
unpaired t-test, I compared the size distribution of prey C. borealis with the size distribution of
live C. borealis observed in the 0-1 m deep intertidal transects.
Experimental methods
Diel predation intensity experiments. – To assess the relative risk that Cancer crabs
experience in the subtidal during day vs. nighttime periods, I performed the following tethering
experiment in July and August 1999. Three large C. borealis (80-100 mm CW, mean = 91.80
mm ± 2.13 SE), were tethered to 1 m long weighted bars. Each crab was tethered by a 20-25 cm
long, 2.5 mm thick, black vinyl-coated wire fastened to the posterior portion of the carapace by a
cable tie loop embedded in a small amount of A-788 Splash Zone Compound (Z-Spar). These
tethers provided a suitable alternative to monofilament line (which crabs were able to cut;
personal observation), allowed equivalent freedom of motion, and required a force > 55 N to
dislodge. One or two bars was placed at 2-3 m and 7-9 m below MLWL at the south end of
Appledore Island’s northwest shore. The survival of these tethered large C. borealis was
monitored for a total of 16 days and 16 nights (balanced design for day/night and the two depths,
n = 27 bars each) by retrieving the bars at the end of each day or nighttime period (within half an
hour of sunrise and sunset) using lines that had been tied to surface floats. Missing crabs were
replaced at the start of each time period.
The same procedure was concurrently used to assess the vulnerability of small (35 to 55 mm
CW) C. borealis (43.12 mm ± 1.09 SE) and C. irroratus (43.09 mm ± 1.26 SE). Rather than
wire, however, these small crabs were tethered using monofilament line (15-kg test) which they
were not able to cut. I monitored the survival of small C. borealis a total of 9 days and 8 nights
(unbalanced design with n = 18 bars for day, 16 for night, and 17 for each depth), and that of C.
irroratus for 5 days and 5 nights (balanced design for day/night and the two depths, n = 5 bars
each).
The relative risks of predation for large and small C. borealis and C. irroratus was compared
across the depths and time periods with a two-way ANOVA. I performed the analyses using
individual bars (three crabs) as the experimental unit because I assumed that the predation of
crabs attached to the same bar were not independent events.
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Crab vulnerability to predation experiments. – Several lobsters, ranging in size between 77
and 91 mm CL (81.33 ± 2.11 mm SE) were caught on the west side of Appledore Island and
immediately transported to the laboratory. Individuals were maintained separately in covered,
opaque aquaria (65 l) with flowing water at temperatures of 14-17 °C. Additional aquaria and
sea-tables were used to maintain collections of large and small C. borealis and C. irroratus
(Table 1).
Table 1. Mean carapace width (mm), standard error (SE) and size range
of crabs with which vulnerability to lobster predation was examined.
Group
Small C. borealis
Large C. borealis
Small C. irroratus
Large C. irroratus

Mean
42.03
87.30
43.37
85.26

SE
1.35
1.53
1.47
1.50

Size range
31-55
72-99
28-61
72-98

To test the null hypothesis that crabs belonging to different species or size groups are equally
vulnerable to predation by lobsters, I performed the following experiments. After an initial 24-hr
period of starvation, each lobster was given up to 24 hrs to kill one of two crabs that had been
placed simultaneously into its aquarium. The experimental combinations were: (A) large vs.
small C. borealis, (B) small C. borealis vs. small C. irroratus, (C) large C. borealis vs. large C.
irroratus, and (D) large vs. small C. irroratus crabs. During cross-species comparisons, crabs
were paired to be of equal size (maximum of 6 mm CW difference, mean = 0.43 ± 0.41 mm SE,
paired t-test: p = 0.295). Individual lobsters were given each combination of crabs three
successive times with at least 24 hrs between trials. Trials were scored by species or size killed,
both killed, or neither killed (when both crabs remained alive at the end of 24 hrs), but were
ended as soon as the killing of one crab was noted. A Chi-square test was used for each
experimental combination to detect unequal vulnerability of the crabs to lobster predation. Trials
ending in both or neither crabs having been killed were excluded from these analyses.
During the first half hour of experiments B, C and D (see above), direct observations of
lobster behaviour were made by recording the number of attacks (defined as any lunge or attempt
at capture) each crab sustained. All trials, including those during which kills occurred before the
end of this first half-hour, were used in paired t-tests comparing the number of attacks on the
species or size groups in each crab-combination (n = 12, 12 and 4 trials, for experiments B, C
and D, respectively).
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RESULTS
Observational studies
Patterns of diel activity, depth distribution, and size structure. – The four species of
decapods exhibited three general patterns of diel subtidal activity (Fig. 2). Active lobsters were
significantly more abundant during the night than the daytime (two-way ANOVA: F = 61.91, df
= 1, p < 0.0001; Appendix 1; night mean = 0.20 m-2 ± 0.03 SE, day mean = 0.02 m-2 ± 0.00 SE).
C. borealis were most active during daylight hours with a mean density of 0.11 m-2 ± 0.016 SE
during the day vs. 0.01 m-2 ± 0.00 SE at night (two-way ANOVA: F = 20.3, df = 1, p < 0.0001;
Appendix 2). C. maenas exhibited this pattern as well, with a mean diurnal density of 0.07 m-2 ±
0.03 SE vs. 0.01 m-2 ± 0.01 SE at night (two-way ANOVA: F = 7.85, df = 1, p = 0.007;
Appendix 3). C. irroratus, however, did not exhibit significant diel differences in density (twoway ANOVA: F = 0.02, df = 1, p = 0.88; Appendix 4) and were observed at a mean density of
0.14 m-2 ± 0.03 SE during the day and 0.12 m-2 ± 0.02 SE at night.
Within these diel patterns of activity, only C. maenas and C. borealis exhibited significant
differences in their depth distributions. During the day, C. borealis were significantly more
abundant at the deepest depth of 9-11 m than at 0-1, 1-3 and 5-7 m (SC after one-way ANOVA:
F = 7.13, df = 3, p = 0.0003; Appendix 2). Also by day, C. maenas, which were absent at a
depth of 9-11 m, were significantly more abundant at a depth of 0-1 m than at deeper depths (SC
after one-way ANOVA: F = 18.89, df = 3, p < 0.0001; Appendix 3). Lobsters and C. irroratus
did not exhibit significant differences in their diurnal subtidal depth distributions (lobster twoway ANOVA: F = 0.09, df = 2, p = 0.91; Appendix 1; C. irroratus two-way ANOVA: F = 1.12,
df = 2, p = 0.33; Appendix 4). These two species also did not exhibit a significant interaction
between subtidal depth and time period (lobsters: two-way ANOVA: F = 0.58, df = 2, p = 0.56;
Appendix 1; C. irroratus: two-way ANOVA: F = 0.16, df = 2, p = 0.85; Appendix 3). However,
relative to other depths, densities of C. borealis were significantly higher at 9-11 m during the
day than at night (two-way ANOVA: F = 3.16, df = 2, p = 0.049; Appendix 2). C. maenas
densities at 0-1 m were also significantly higher during the day than at night relative to other
depths (two-way ANOVA: F = 3.99, df = 2, p = 0.023; Appendix 3).
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Figure 2. Diurnal and nocturnal depth distributions, expressed as the mean density of active individuals, for all crab
species, lobsters, Carcinus maenas, Cancer irroratus, and C. borealis in the subtidal and lower intertidal transects
conducted on the northwest shore of Appledore Island. Error bars represent ± 1 SE. See text and Appendices 1-4
for significance levels of within species diel and depth comparisons.

In the subtidal censuses there were no significant differences between the mean day and the
mean nighttime sizes of lobsters, C. borealis or C. maenas (Table 2; Appendices 1-3,
respectively). C. irroratus individuals observed during the day were significantly larger than
those observed at night (one-way ANOVA: F = 7.71, df = 1, p = 0.006). C. borealis observed
during the day were significantly larger at 9-11 m than those at 1-3 m (SC: p = 0.007, after oneway ANOVA), but were no different at other depths. C. maenas were also significantly larger at
5-7 m than those at 0-1 m during the day (SC: p = 0.032, after one-way ANOVA), but were no
different at other depths. There was no significant relationship between depth and the daytime
sizes of lobsters (Appendix 1) and C. irroratus (Appendix 4), or between depth and the nighttime
sizes of lobsters, C. irroratus, and C. maenas (Appendices 1, 3 and 4, respectively). Although
nocturnal C. borealis individuals observed at 5-7 m were significantly larger than those observed
at 1-3 m (Appendix 2), the low sample size of this comparison (Table 2) gives little confidence
to the ANOVA.

12

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

Table 2. Mean size expressed as carapace length for lobsters and carapace width for crabs,
standard error (SE), size range, and total number (N) of individuals measured at the different
depths in all day and nighttime transects. See Appendices 1-4 for significance levels of within
species comparison.
Species
H. americanus

C. maenas

C. irroratus

C. borealis

Daytime Size (cm)
Depth Mean SE Range
0-1 m 5.80 0.20
5-6
1-3 m 5.75 0.37
4-7
5-7 m 6.50 0.68
4-10
9-11 m 7.00 1.08
4-9

N
5
8
8
4

Nighttime Size (cm)
Mean SE Range N
6.58
5.87
6.00

0.34
0.30
0.28

4-10
3-9
4-8

31
30
24

0-1 m
1-3 m
5-7 m
9-11 m

3.79
4.20
5.57
-

0.12
0.24
0.61
-

1-9
2-10
4-9
-

140
40
7
0

4.41
-

0.67
-

2-6
-

7
0
0

0-1 m
1-3 m
5-7 m
9-11 m

5.25
4.95
4.57
4.91

0.37
0.25
0.21
0.41

4-7
2-7
2-7
2-9

8
37
35
23

3.86
3.94
5.44

0.31
0.32
0.94

2-8
2-6
2-11

29
16
9

0-1 m
1-3 m
5-7 m
9-11 m

8.08
6.23
7.90
8.36

0.70
0.61
0.64
0.30

4-12
2-12
2-15
2-12

12
22
19
52

2.00
10.33
-

0.00
1.20
-

2
2-12
-

2
3
0

Algal cover and shelter availability. – The type of algae/substrate that was dominant in a
particular area was depth dependent (Fig. 3, ANOVA results in Appendix 5). Codium fragile
was the most dominant canopy species in shallower depths, occupying 85% and 56% of the
surface area at 1-3 m and 5-7 m, respectively. At depths of 5-7 m and 9-11 m, Polysiphonia sp.
occupied 30% and 73% of the surface area, respectively. Coralline algae and bare rock,
functionally similar substrates, together comprised between 9 and 15 % of the surface area across
all depths. Remaining conspicuous algal species (such as Agarum cribosum, Chondrus crispus,
and other reds) together covered 3% and 18% at 1-3 m and 9-11 m, respectively, but were
virtually absent at a depth of 5-7 m.
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Figure 3. Bathymetric variation in the percent cover (± 1 SE) of the dominant algal/substrate
types occurring in the subtidal area in which the decapod transects were conducted (Appendix 5).
Legend: Polysiphonia sp. (P), Codium fragile (C), bare rock and coralline algae (B&C), and other
algal species (O) including Chondrus crispus, Agarum cribosum, and other reds.

On average, the number of potential shelters at a depth of 9-11 m was 0.46 m-1 ± 0.15 SE
(Fig. 4). At 1-3 and 5-7 m, the mean number of shelters was 0.78 m-1 ± 0.17 SE and 0.83 m-1 ±
0.15 SE, respectively. Nevertheless, the availability of potential shelters was not significantly
different when considering all three depths simultaneously (Kruskal-Wallace test: H corrected
for ties = 5.163, tied p = 0.076).

Figure 4. Bathymetric variation in the mean number (per meter, ± 1 SE) of potential shelters
found in the subtidal area (> 1 m below MLWL) in which the decapod transects were conducted.
Differences were not significant (Kruskal-Wallace test: H corrected for ties = 5.16, tied p =
0.076).

Diurnal gull predation. – Collections of crab remains over the five low tides yielded 103
carapaces and 114 chela of C. borealis, 15 carapaces of C. irroratus, and 9 carapaces of C.
maenas. The mean CW of C. irroratus and C. maenas remains was 74.67 mm ± 4.82 SE and
32.44 mm ± 3.06 SE, respectively. After calculating the CWs of C. borealis for whom only a
chela had been collected using the regression:
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(R2 = 96.0%) obtained from the 80 measured live C. borealis, the mean CW of all collected C.
borealis remains was 90.45 mm ± 1.31 SE (Fig. 5). This mean was not significantly different
from the mean CW of C. borealis measured during the daytime at a depth of 0-1 m (8.08 cm ±
0.70 SE; unpaired t-test: t = 1.55, df = 215, p = 0.12).

Figure 5. Size-frequency distribution of C. borealis crabs measured from intertidal remains of
avian predators in the collections conducted along the northwest shore of Appledore Island during
low tide. The arrow indicates the mean CW which was not significantly different from the mean
CW of C. borealis measured in the 0-1 m transects (unpaired t-test: t = 1.55, df = 215, p = 0.12).

Experimental studies
Diel predation intensity experiments. – Over the course of the entire 16 day/16 night
experiment tethering large C. borealis, only two individuals were ever lost (of a possible 324).
While the first was the result of a molt, the second, occurring during the day at the shallower
depth of 2-3 m, was unambiguously due to predation since only a broken piece of the carapace
remained attached to the tether. No significant differences between day and night or between the
2-3 m and 7-9 m depths were thus observed (Fig. 6; ANOVA results in Appendix 6). Small C.
borealis experienced a significantly higher total number of predation events than did large C.
borealis (one-way ANOVA: F = 31.05, df = 140, p < 0.001). Twelve of a possible 192 small C.
borealis and eight of a possible 120 small C. irroratus were lost. However, differences in the
number of small C. borealis and small C. irroratus killed during the day vs. the night and
shallow vs. deep depths were not significant (Appendix 6). The mean number of crabs killed
during a given 12 hr period was 0.40 ± 0.18 SE for small C. irroratus, 0.35 ± 0.12 SE for small
C. borealis, and 0.02 ± 0.01 SE for large C. borealis.
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Figure 6. Mean number (± 1 SE) of large and small C. borealis (C.b.) and small C. irroratus (C.i.) that were
preyed upon (per ~12 hrs) at the two depths of the tethering experiment during the day and the night. Small C.
borealis were preyed upon significantly more often than were large C. borealis, however, rates during the day
vs. the night or in shallow vs. deep water were not significant (ANOVA results in Appendix 6).

Crab vulnerability to predation experiments – Lobsters placed in an aquarium with small and
large C. borealis were significantly more likely to kill the small crab (Fig. 7; χ2 = 8.33, df = 1, α
= 0.005). Injury to large crabs was observed, but rarely resulted in the death or subsequent
consumption of the crab by the lobster. More small C. irroratus were killed than were large C.
irroratus, but their differential vulnerability to lobster predation was not significant (χ2 = 1.60, df
= 1, α = 0.1). There were no significant differences in the frequency with which similar sized
crabs were killed in the cross-species experiments where the combinations of large C. borealis
and C. irroratus (χ2 = 0.11, df = 1, α = 0.1) and small C. borealis and C. irroratus (χ2 = 0.40, df
= 1, α = 0.1) were made. A comparison of these two experiments reveals that it was
significantly more likely that neither crab was killed when both crabs were large, and that both
crabs were killed when they were small (χ2 = 29.0, df = 1, α = 0.001).
The half-hour long periods of direct observation performed during the experiment comparing
the rate of lobster attacks when small and large C. irroratus were placed into an aquarium,
however, showed that large crabs were attacked at a significantly higher rate than were small
crabs (Fig. 8; paired t-test: df = 3, p = 0.038). Rates of attack suffered by small and large C.
borealis appeared to be qualitatively similar to those of small and large C. irroratus, respectively
(personal observation). Observations during the comparisons of large C. borealis and C.
irroratus, and of small C. borealis and C. irroratus, showed no significant differences in the
number of attacks suffered by equal sized crabs (paired t-tests: df = 11, p = 0.37 for large and df
= 11, p = 0.83 for small).
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Figure 7. Relative vulnerability of large and small C. borealis (A), small C. borealis and C. irroratus (B), large
C. borealis and C. irroratus (C), and large and small C. irroratus (D) when exposed to lobsters in the laboratory.
Relative vulnerabilities are expressed as the proportion of trials in which each species or size-group was killed
(grey bars). The proportion of trials in which both crabs and in which neither crabs were killed are shown as
well (white bars). n, is the total number of trials performed. Statistical analyses comparing relative
vulnerabilities of crabs within each combination were done excluding trials in which both or neither crabs were
killed. The asterisk denotes a significant difference (χ2 = 8.33, df = 1, α = 0.005).

Figure 8. Mean number of attacks (± 1 SE) incurred by crabs from lobsters in the first half hour of
the laboratory vulnerability experiments comparing small C. borealis (C.b.) and C. irroratus
(C.i.), large C. borealis and C. irroratus, and large and small C. irroratus. n, is the number of
trials during which observations were made. The asterisk denotes a significant difference (paired
t-test: df = 3, p = 0.0383). Observations were not recorded for small and large C. borealis.

DISCUSSION
Interspecific competition has long been assumed to be the major factor structuring guilds and
has established itself in much of the theory concerning this guild of crabs and lobsters, as well as
of guilds in general (Mac Nally, 1983). Densities of adult and subadult decapod populations are
highest during summer months (Ojeda and Dearborn, 1990; Witman, 1985) in rocky habitats
(Fogarty, 1976; Hudon and Lamarche, 1989; Stehlik et al., 1991). If occurring, competition is
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therefore expected to have been high during this study, relative to other seasons and habitats.
This study suggests, however, that for this guild of decapods, differential extraguild predation in
the intertidal by gulls and size-dependent intraguild predation by lobsters in the subtidal, are
interspecific interactions that are important factors influencing the different distributions and
activity patterns of the three crab species.
Decapods in the intertidal community
Larus argentatus and L. marinus are primarily diurnal predators that feed mostly on crabs,
urchins and mussels (T. Good, personal communication), preying upon 6-10 crabs or urchins per
low tide cycle (Good, 1992). L. marinus is unable to dive below 1 or 2 m and obtains its prey at
or near the surface (Pierotti, 1988). L. argentatus is similar in its opportunistic feeding habits,
but appears not to dive as well as the larger L. marinus (Pierotti and Good, 1994). My intertidal
carapace collections show that C. borealis was by far the predominant crab species consumed by
gulls. The number of C. borealis remains collected was more than 10 times that collected of C.
irroratus or C. maenas. The number of crabs of all species killed by gulls is likely to have been
underestimated since gulls do not necessarily consume their prey in the intertidal (personal
observation). Also, given that (1) the carapace of C. maenas is somewhat thinner than that of the
Cancer species and (2) gulls can consume smaller crabs whole (personal observation), it is likely
that the number of C. maenas preyed upon is further underestimated considering that their
average size in the 0-1 m transects was only 3.8 cm (Table 2). This may also be true for smaller
individuals of the two Cancer species, especially for C. irroratus, which had a mean size
considerably smaller than that of C. borealis but exhibited a similar mean density in the 0-1 m
transects. Given that the mean size of C. borealis remains was not significantly different from
the mean size observed in the 0-1 m transects however, I do not believe that the swallowing of
small individuals introduced a major bias for this species. Furthermore, although gulls almost
certainly consume crabs smaller than 2 cm whole, I did not note any Cancer crabs smaller than 2
cm in my transects. Relatively few C. maenas smaller than this size were noted.
Dumas and Witman (1993) have shown that in intertidal rock pools, C. irroratus is much
more susceptible to predation by gulls than is C. maenas. They attributed this difference to the
green carapace of C. maenas, which is more cryptic than the reddish-orange carapace of C.
irroratus. One would predict that C. borealis, which has a colouration very similar to that of C.
irroratus (personal observation), would suffer under equal pressure from these visual predators.
Relative to the number of active individuals observed at 0-1 m (Fig.2), the difference in the
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number of remains found for the two Cancer species is therefore somewhat surprising. The
discrepancy may in part explain why C. irroratus is sometimes found in intertidal rock pools
while C. borealis is not (Dumas and Witman, 1993). It is possible that since C. irroratus
individuals were on average smaller than C. borealis within the 0-1 m transects, selection by
these visual predators is simply based on crab size. This hypothesis is weakened by the
observation that the mean size of C. borealis remains was not different from that of individuals
observed at 0-1 m. Since the two species are likely to be equally non-cryptic, the difference in
stereotypical defense behaviour may allow C. irroratus to escape predation by gulls more often.
Unlike C. borealis, C. irroratus is predictably prone to retaliate by pinching when picked up by
hand (personal observation, see discussion below).
While C. maenas densities were highest in the 0-1 m transects, both Cancer species showed
considerably lower densities at 0-1 m than at deeper depths in the daytime (Fig. 2). Though he
did not look at predation rates on C. maenas and C. irroratus, Good (1992) has already been able
to experimentally implicate gulls as being a potential limiting factor for the upward distribution
of C. borealis. Considering that the number of C. borealis remains found was very much higher
than for C. maenas and C. irroratus, my censuses provide further evidence that predation by
gulls is likely to limit the upper distribution of C. borealis during the day. If behavioural
differences between the Cancer crabs does result in differential vulnerability to gull predation,
the causes of the much lower 0-1 m C. irroratus density remains unclear. Nevertheless, as noted
by Good (1992), the results for C. borealis imply that our traditional models of the organization
of rocky shore communities must be revised – these models attribute the establishment of lower
distributions to biotic factors, but the control of upper distributions to abiotic factors.
My results also reinforce the growing general concern that these models ignore the
importance that mobile subtidal predators may play in structuring intertidal communities
(Edwards et al., 1982). All three of the decapods (including lobsters) that are recognized as
being predominantly subtidal were observed foraging in the intertidal during the 0-1 m censuses.
Given the higher metabolic rates of these individuals relative to more sedentary predators, their
impact may be quite important for the intertidal community, even though their densities are
much lower relative to those observed in the subtidal.

Decapods in the subtidal community
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Patterns of subtidal depth distribution. – C. maenas is generally noted as an intertidal species
throughout the regions into which it has been introduced from Europe. Small individuals are
commonly observed in tide pools and under rocks and algae during low tide (personal
observation). The abundance and lower limit to the depth distribution of C. maenas in this study
parallels that of Codium fragile, a densely growing exotic algal species that forms a thick canopy
in the shallower subtidal. Neither is found below a depth of ≈ 7 m (Figs. 2 and 3). Though it
was beyond the scope of this study to investigate, it is possible that C. maenas is more vulnerable
to predation in the subtidal than are the other species due to its smaller size and less protective
carapace. It is also likely that C. maenas is a poorer competitor for shelter since, in general, an
individual’s size seems to be an important factor determining competitive success among crabs.
Ironically, Codium may therefore serve C. maenas as a suitable refuge from predation for which
it need not compete.
My findings concerning the subtidal distribution of C. irroratus, C. borealis and H.
americanus, however, stand in contrast to those of Ojeda and Dearborn (1990) who studied these
species in the rocky subtidal of Pemaquid Point, Maine. They report an increase in the
abundance of lobsters and Cancer crabs with increased depth, as has generally been found across
habitats at the regional scale (e.g. Stehlik et al., 1991). Ojeda and Dearborn (1990) propose two
hypotheses to explain their observed decapod depth distributions: (1) that the increase in decapod
abundance with depth is due to responses to strong water turbulence and wave surge, and (2) that
decapod densities parallel the availability of shelters.
In this study, C. borealis densities were highest in the deepest transects, but lobsters and C.
irroratus showed no significant variation in their depth distributions (Fig. 2). My site is much
more protected than Pemaquid Point and my results can therefore not be used to test the first of
their hypotheses directly. The fact that different depth patterns were exhibited by the different
decapods, however, suggests that other factors are generally more important at my site. As the
relative number of potential shelters at my study site did not vary significantly with depth (Fig.
4), my surveys do lend some support to their hypothesis that decapod densities in the subtidal
may simply parallel the availability of shelters: both lobsters and C. irroratus did not show
significant differences in their densities at the three subtidal depths. Though non-significant, C.
irroratus did show a trend of decreasing abundance with depth. As with C. maenas, this may
reflect the distribution of the alga Codium. The higher density of active C. borealis individuals
at 9-11 m, however, is not only counter to the trend observed for the number of potential rocky
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shelters, but also to expectations based on the lack of a sheltering algal canopy at this depth,
where Codium is replaced by a sparsely growing, non-canopy forming Polysiphonia species.
The site of Ojeda and Dearborn (1990) was located in an urchin barren and thus had no
macroalgae.
To briefly summarize, the presence of Codium may explain the subtidal distribution of C.
maenas as well as the trend of decreasing C. irroratus densities with depth at my site. As lobster
densities did not vary with depth, algal cover appears to be irrelevant, but the importance of
shelter availability remains inconclusive in explaining lobster distributions. The higher densities
of C. borealis in the deepest transects cannot be explained by the importance of wave surge or
the availability of rocky shelters and algal cover.
Patterns of subtidal diel activity. – Lobsters in this study were mostly restricted to nocturnal
periods of activity, an observation in accord with other studies (Ennis, 1983, 1984; Fogarty,
1976; Lawton, 1987; Pottle and Elner, 1982; Wang, 1982; Witman, 1985). Lobsters exhibit an
intimate association with their shelters and diurnal emergence from shelters in the laboratory has
been observed only among subdominant lobsters in the presence of larger individuals or after
periods of starvation (Lawton, 1987). In the subtidal transects of this study, 12.5 % of all active
lobsters were observed in the daytime. However, mean lobster size was no different during the
day than at night (Table 2), suggesting that it was not simply subdominant individuals that were
diurnally active. The indication is thus that the shelters are not a limiting resource for lobsters,
but because lobsters were observed during the day, other factors such as a low abundance of prey
or a lack of diurnal predators may be important.
In contrast to lobsters, C. maenas and C. borealis populations exhibited much higher
densities of active individuals by day than by night (Fig. 2). Even for C. irroratus, which did not
show a diel difference in densities, the significant difference in the mean size of individuals
during the two periods (Table 2) suggests that there was a diel pattern of activity within the
population. Evidence for such patterns of diurnal activity among the three species has not
previously been reported. C. maenas and both Cancer species have been consistently described
as being primarily active at night (Aagaard et al., 1995; Burrows et al., 1999; Gibson et al., 1998;
Naylor, 1958, 1960; Ojeda, 1987; Rebach, 1985; 1987; Reid and Naylor, 1989; Stehlik et al.,
1991; Wang, 1982; Witman, 1985), with the only exception being that Hunter and Naylor (1993)
did not detect a difference in the diel capture rate of C. maenas in directional traps placed in a
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shallow sand estuary of North Wales, UK. Few studies, however, have reported similar direct
comparisons of day and night activity patterns and many reports are of an anecdotal nature.
The patterns of diurnal crab activity observed in this study may be (1) a reflection of
mortality due to predation, (2) a short-term behavioural response to avoid a perceived predatory
or competitive pressure, or (3) an evolutionary response to these pressures. My crab tethering
experiment suggests that it is not the first of these explanations. Similar to the rates observed by
Witman and Sebens (1992) at their coastal sites, the rates of predation observed in my
experiment were very low. Furthermore, predation rates did not differ significantly between
night and day (Fig. 6) as would be necessary for this hypothesis to be correct.
One possibility for the lack of a diel difference in predation rates is that cannibalism within
C. borealis is a significant source of diurnal mortality for small individuals. Unfortunately, the
importance of cannibalism, an interaction that has been shown to be important for small
individuals in some size-structured populations (Polis et al., 1989), as well as IGP between the
crab species, have yet to be assessed and were beyond the scope of this study. Observations in
the laboratory suggest that both do occur, even among individuals of the same size range
(personal observation). A preliminary experiment indicates furthermore, that small C. irroratus
and C. borealis are equally vulnerable to predation by “extra-large” C. borealis (> 100 mm CW).
The latter two explanations are more difficult to distinguish and will be more difficult to test
in the future. How recent and how unique the diurnal activity of the Cancer species is to the
study site is not known. A preliminary study in 1998 indicates that the diurnal activity is not
novel to 1999, yet Witman (1985) documented higher nocturnal C. borealis and C. irroratus
activity in the subtidal zone of the Isles of Shoals on the southern side of Star Island only 14
years previously. Discoveries of rapid evolutionary change occurring in the time scale of
ecology are becoming increasingly common (Thompson, 1998). Where information on diel
patterns of activity is available, the phylogeny of cancrid crabs suggests that the explicit diurnal
activity observed at this study site is novel to the genus (e.g. Chatterton and Williams, 1994;
Harrison and Crespi, 1999; Skajaa et al., 1998; but see Stevens et al., 1984). The presence and
activity patterns of predators and potential crab competitors in these systems is unclear.
The diurnal activity of the crabs may be a direct or indirect consequence of the loss of diurnal
predators in the community. The overfishing of large predatory fishes has already been
implicated in increased urchin (Vadas and Steneck, 1995) and crab (Witman and Sebens, 1992)
densities in the coastal regions of the Gulf of Maine. The recent absence of fishes such as cod,
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which consume crabs as a large proportion of their diet (Bigelow and Schroeder, 1953; Witman
and Sebens, 1992), may have released these coastal crabs from diurnal predation pressures with a
concomitant increase in the relative importance of interactions with nocturnally active lobsters.
Whether or not the observed patterns of activity are in fact the expression of evolutionary
change or of a short-term behavioural nature, an intriguing question remains concerning the
difference in patterns exhibited by C. borealis and C. irroratus (Fig. 2). Many have remarked
that C. irroratus often appears to be excluded from rocky subtidal habitats if both H. americanus
and C. borealis exist together (Haefner and Terretta, 1971; Hudon and Lamarche, 1989; Jeffries,
1966; Stewart, 1971; Weiss, 1970; Winget et al., 1974). Jeffries (1966) attributed the division in
habitat utilization he observed among the Cancer species to differences in their activity levels.
C. irroratus is in general much more active that C. borealis, but it has also been conjectured that
C. borealis is dominant to C. irroratus during shelter acquisition (personal observation; Jeffries,
1966). At this study site on Appledore Island where all three species coexist, the observed diel
division of activities may be a critical factor that permits their syntopic existence.
C. irroratus also responds to direct confrontation with a stereotypical antagonistic lateral
merus display that involves the extension of the chelipeds and a raising of the body off the
substrate; C. borealis crouches down, folding its appendages to cover its mouth parts and ventral
surface (personal observation). These behaviours have been interpreted to suggest that C.
irroratus is less vulnerable to predation by fishes than is C. borealis, but relatively more
vulnerable to (IG) predation by lobsters (Fogarty, 1976; Hudon and Lamarche, 1989; Jeffries,
1966). If this is correct, the recent reduction of diurnal fish predators would be more significant
for C. borealis than C. irroratus. Nevertheless, since C. irroratus would therefore be more
vulnerable to lobsters, this in itself cannot explain why it was equally active during the day and
the night.
During the summers of both 1998 and 1999, day and night dives showed no predators other
than lobster common or large enough to be of likely importance to crabs. Both the tethering
experiment in the field and the laboratory experiments show that small crabs, regardless of
species, are considerably more vulnerable to lobster IGP than are large crabs (Figs. 6 and 8).
Similar results have been observed among many size-structured populations (Polis et al., 1989)
and are not unexpected in this system (Richards, 1992). What is masked by the difference in the
number of small and large crabs actually killed by lobsters in the laboratory (and presumably in
the field), is the fact that large C. irroratus were attacked 71 times more often than were small C.
23

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

irroratus (Fig. 8). The rates of attack were similarly distinct for small and large C. borealis
(personal observation). Even in the across-species comparisons, two large crabs were on
average 10 times more likely to be attacked by a lobster than were two small crabs (Fig 8). This
suggests that antagonistic interactions with lobsters may be very important for large crabs, even
if the result is not always death.
Smaller crabs are almost certainly inferior competitors for shelter relative to larger
individuals, yet whether they must compete for prey with other members of the guild is
uncertain. Although Hudon and Lamarche (1989) found differences in the diets of small and
large C. irroratus at one of two sites, whether Cancer crabs exhibit a quantitative change in diet
with ontogeny in general is not known. In the context of our present understanding therefore, the
implication of this study is that small crabs are more likely to act as IG prey to lobsters.
Lobsters, C. borealis and C. irroratus of similar size classes are more likely to interact either by
asymmetric antagonistic interactions, or potentially, by asymmetric exploitative competition for
shelter (where lobster > C. borealis > C. irroratus).
The larger size of diurnal C. irroratus individuals (Table 2) is in accordance with this general
hypothesis that an interference of activities, or competition for shelter, is less significant for
smaller crabs than for larger crabs: large C. irroratus “avoid” nocturnal lobsters more so than
they do diurnal C. borealis. Presumably, C. borealis and large C. irroratus occupy the shelters
made available at night by foraging lobsters. Small C. irroratus may simply be out-competed by
both larger C. irroratus and C. borealis (even of similar small size) and are thus exposed to IGP
from lobsters by night. This hypothesis may in part also explain the trend of the decreasing
abundance of C. irroratus that paralleled the distribution of the potentially sheltering canopy of
Codium: the prediction would be that one would see an increase in the mean size of crabs at the
9-11m depth where no such canopy exists – which, though observed in this study, was not
significant.
Though the high rates of attack suffered by large crabs in the laboratory may have been both
predatory or antagonistic in nature, IGP on large crabs by lobsters does occur, both in the
laboratory, and in the field (personal observation). In the field, IGP is probably more commonly
only an unrealized threat to large crabs that does not result in death when small crabs and other
potential prey species are available. Nevertheless, even such a perceived threat may elicit the
patterns of diel activity observed in this study. Since IGP causes death in the absence of a
response, selective pressure caused by IGP may be much greater than that of competition alone
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(Polis et al., 1989). In the past, IGP has been implicated in a diel separation of activity among
African carnivores (Eaton, 1979), scorpions (Polis and McCormick, 1987), and raptors
(Carothers and Jaksic, 1984; Jaksic, 1982).
For the lobster-crab association, IGP may be especially important since the absence of
diurnal fish predation on crabs. By increasing the importance of intraguild predatory and
competitive interactions between lobsters and crabs, the recent overfishing of crab predators
appears to have been an important mechanism resulting in diurnal crab activity. Overfishing
may thereby be indirectly strengthening the link between marine and terrestrial ecosystems in the
Gulf of Maine (Fig. 9), affording gulls a higher abundance of crab prey. These and other rapid
changes occurring within the Gulf of Maine marine community underline the importance of
understanding the ecological history of the region and will need to be incorporated into future
studies of the community and ecosystem dynamics of the region.
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Figure 9. Recent changes in the relative importance of predatory (–) and competitive (--) interactions within the
marine community resulting from the overfishing of predatory fishes may be strengthening the link between
terrestrial and marine ecosystems in the coastal Gulf of Maine.

26

ACKNOWLEDGEMENTS
Along with apologies to the many crabs that “volunteered” their lives for science, I would like to extend my
sincerest gratitude to Jim G. Morin and, in particular, my advisor Myra J. Shulman, for not only initializing my
research at the Shoals Marine Lab, but for all the subsequent countless hours of assistance and guidance I have
received in the last two years. I am indebted to Chris Siddon for his support and assistance. Without Chris, John
Powell, and the numerous other divers including B. Low, R. Hanson, P. Flanagan, A. Freeman, and J. Smith who
assisted me down under, as well as J. (Murt) Verburg, C. Henzler, L. Hilstrom, and J. Ellis, among others, who
provided surface support during the diving and snorkeling, this project would not have been possible. I very much
appreciate the logistic support and comradeship of all the staff of the Shoals Marine Lab and the members of the
Flecker Lab. Discussions with R. A. Palmer, J. D. Witman, J. Coyer, and J. R. Factor afforded many insightful
suggestions. Valuable comments on an earlier draft of the paper were provided by R. H. Seeley and an anonymous
reviewer. Funding was provided by the Hughes Scholars Program, the Park Foundation, and by grants from the
Morley Student Research Grant Program, the Cornell University Undergraduate Research Program, the Cornell
chapter of Sigma Xi, and the Cornell Honors Program.

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

REFERENCES
Aagaard, A., C. G. Warman and M. H. Depledge. 1995. Tidal and seasonal changes in the temporal and spatial
distribution of foraging Carcinus maenas in the weakly tidal littoral zone of Kerteminde Fjord, Denmark. Mar.
Ecol. Prog. Ser. 122(1-2): 165-172.
Bigelow, H. B. and W. C. Schroeder, (eds.) 1953. Fishes of the Gulf of Maine., U.S. Fish. Wild. Serv. Fish. Bull.53:
1-577.
Burrows, M. T., K. Kawai and R. N. Hughes. 1999. Foraging by mobile predators on a rocky shore: underwater TV
observations of movements of blennies Lipophrys and crabs Carcinus maenas. Mar. Ecol. Prog. Ser. 187: 237250.
Carothers, J. and F. Jaksic. 1984. Time as a niche difference: the role of interference competition. Oikos 42: 403406.
Chatterton, T. D. and B. G. Williams. 1994. Activity patterns of the New Zealand cancrid crab Cancer
novaezelandiae (Jacquinot) in the field and laboratory. J. Exp. Mar. Biol. Ecol. 178: 261-274.
Connell, J. H. 1961. The influence of interspecific competition and other factors on the distribution of the barnacle
Chthalamus stellatus. Ecology 42: 710-723.
Connell, J. H. 1970. A predator-prey system in the marine intertidal region. I. Balanus glandula and several
predatory species of Thais. Ecol. Monogr. 40: 49-78.
Connell, J. H. 1980. Diversity and the coevolution of competitors, or the ghost of competition past. Oikos 35: 131138.
Connell, J. H. 1983. On the prevalence and relative importance of interspecific competition: evidence from field
experiments. Am. Nat. 122: 661-696.
Cummins, K. W. 1974. Structure and function of stream ecosystems. BioSci. 24: 631-641.
Dayton, P. K. 1971. Competition, disturbance, and community organization: the provision and subsequent utilization
of space in a rocky intertidal community. Ecol. Monogr. 41: 351-389.
Dumas, J. V. and J. D. Witman. 1993. Predation by Herring Gulls (Larus argentatus Coues) on two rocky intertidal
crab species [Carcinus maenas (L.) & Cancer irroratus Say]. J. Exp. Mar. Biol. Ecol. 169: 89-101.
Eaton, R. 1979. Interference competition among carnivores: A model for the evolution of social behavior. Carnivore
2(9-16): 82-90.
Elner, R. W. 1980. Predation on the sea urchin (Strongylocentrotus droebachiensis) by the American lobster
(Homarus americanus) and the rock crab (Cancer irroratus). Can. Tech. Rep. Fish. Aquat. Sci. 954: 46-65.
Elner, R. W. and A. Campbell. 1987. Natural diets of lobster Homarus americanus from barren grounds and
macroalgal habitats off southwestern Nova Scotia, Canada. Mar. Ecol. Prog. Ser. 37: 131-140.
Ennis, G. P. 1973. Food, feeding and condition of lobsters, Homarus americanus, throughout the seasonal cycle in
Bonavista Bay, Newfoundland. J. Fish. Res. Board. Can. 30: 1905-1909.
Ennis, G. P. 1983. Observations of the behavior and activity of lobsters Homarus americanus in nature. Can. Tech.
Rep. Fish. Aquat. Sci. 0(1165): 1-26.
Ennis, G. P. 1984. Territorial behavior of the American lobster, Homarus americanus. Trans. Am. Fish. Soc. 113(3):
330-335.
Fogarty, M. J. 1976. Competition and resource partitioning in two species of Cancer (Crustacea, Brachyura). M.Sc.
Thesis. Univ. Rhode Island, Kingston.
Gibson, R. N., L. Pihl, M. T. Burrows, J. Modin, H. Wennhage and L. A. Nickell. 1998. Diel movements of juvenile
plaice Pleuronectes platessa in relation to predators, competitors, food availability and abiotic factors on a
microtidal nursery ground. Mar. Ecol. Prog. Ser. 165: 145-159.
Gismervik, I. and T. Anderson. 1997. Prey switching by Acartia clausi: Experimental evidence and implications of
intraguild predation assessed by a model. Mar. Ecol. Prog. Ser. 157(0): 247-259.
Good, T. P. 1992. Experimental assessment of gull predation on the Jonah crab Cancer borealis (Stimpson) in New
England rocky intertidal and shallow subtidal zones. J. Exp. Mar. Biol. Ecol. 157: 275-284.
Haefner, P. A. and R. T. Terretta. 1971. The Chesapeake Bay rock crab. Comm. Fish. Rev. 33: 16-17.
Harrison, M. K. and B. J. Crespi. 1999. A phylogenetic test of the ecomorphological adaptation of Cancer crabs.
Evolution 53(3): 961-965.
Hines, A. H. 1982. Coexistence in a kelp forest: size, population dynamics, and resource partitioning in a guild of
spider crabs (Brachyura, Majidae). Ecol. Monogr. 52(2): 179-198.
Hudon, C. and G. Lamarche. 1989. Niche segregation between American lobster Homarus americanus and the rock
crab Cancer irroratus. Mar. Ecol. Prog. Ser. 52: 155-168.

28

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

Hughes, R. N. 1980. Predation and community structure. The Shore Environment. J. P. Price (ed.). London,
Academic Press. 2: 699-728.
Hunter, E. and E. Naylor. 1993. Intertidal migration by the shore crab Carcinus maenas. Mar. Ecol. Prog. Ser.
101(1-2): 131-138.
Jaksic, F. 1982. Inadequacy of activity time as a niche difference: The case of diurnal and nocturnal raptors.
Oecologia (Berlin) 52: 171-175.
Jeffries, H. P. 1966. Partitioning of the estuarine environment by two species of Cancer. Ecology 47: 477-481.
Lawton, P. 1987. Diel activity and foraging behavior of juvenile American lobsters, Homarus americanus. Can. J.
Fish. Aquat. Sci. 44: 1195-1205.
Lubchenco, J. 1978. Plant species diversity in a marine intertidal community: importance of herbivore food
preference and algal competitive abilities. Am. Nat. 112: 23-39.
Lubchenco, J. 1985. Relative importance of competition and predation: early colonization by seaweeds in New
England. Community Ecology. T. Case and J. M. Diamond (eds.). New York, Row Harper: 537.
Mac Nally, R. C. 1983. On assessing the significance of interspecific competition to guild structure. Ecology 64(6):
1646-1652.
Menge, B. A. 1976. Organization of the New England rocky intertidal community: role of predation, competition,
and environmental heterogeneity. Ecol. Monogr. 46: 355-393.
Menge, B. A. 1983. Components of predation intensity in the low zone of the New England rocky intertidal region.
Oecologia (Berlin) 58: 141-155.
Menge, B. A. and J. Lubchenco. 1981. Community organization in temperate and tropical rocky intertidal habitat:
prey refuges in relation to consumer pressure gradients. Ecol. Monogr. 51: 429-450.
Naylor, E. 1958. Spontaneous tidal and diurnal rythms of locomoter activity in Carcinus maenas (L.). J. Exp. Mar.
Biol. Ecol. 35: 602-610.
Naylor, E. 1960. Locomotary rythms in Carcinus maenas (L.) from non-tidal conditions. J. Exp. Mar. Biol. Ecol.
37(481-488).
Ojeda, F. P. 1987. Rocky subtidal community structure in the Gulf of Maine: The role of mobile predators. Ph.D.
Thesis. Univ. of Maine, Orono, ME: 192.
Ojeda, F. P. and J. H. Dearborn. 1990. Diversity, abundance, and spatial distribution of fishes and crustaceans in the
rocky subtidal zone of the Gulf of Maine. Fish. Bull. NOAA 88(2): 403-410.
Ojeda, F. P. and J. H. Dearborn. 1991. Feeding ecology of benthic mobile predators: experimental analyses of their
influence in rocky subtidal communities of the Gulf of Maine. J. Exp. Mar. Biol. Ecol. 149: 13-44.
Paine, R. T. 1963. Trophic relationships of eight sympatric gastropods. Ecology 44: 63-72.
Paine, R. T. 1966. Food web complexity and species diversity. Am. Nat. 100: 65-75.
Paine, R. T. 1974. Intertidal community structure. Experimental studies on the relationship between a dominant
competitor and its principal predator. Oecologia (Berlin) 15: 93-120.
Pierotti, R. 1988. Association between marine birds and mammals in the northwest Atlantic ocean. Seabirds and
other marine vertebrates: competition, predation and other interactions. J. Burger (ed.). New York, Columbia
University Press: 31-58.
Pierotti, R. and T. Good. 1994. Herring Gull. Birds of North America (124): 1-28.
Polis, G. A. and S. J. McCormick. 1987. Intraguild predation and competition among desert scorpions. Ecology
68(2): 332-343.
Polis, G. A., C. A. Myers and R. D. Holt. 1989. The ecology and evolution of intraguild predation: Potential
competitors that eat each other. Ann. Rev. Ecol. Syst 20: 297-330.
Pottle, R. A. and R. W. Elner. 1982. Substrate preference behavior of juvenile American lobsters Homarus
americanus in gravel and silt clay sediments. Can. J. Fish. Aquat. Sci. 39(6): 928-932.
Rebach, S. 1985. Rythmicity under constant conditions in the rock crab Cancer irroratus. Bull. Mar. Sci. 36(3): 454466.
Rebach, S. 1987. Entrainment of seasonal and nonseasonal rythms by the rock crab Cancer irroratus. J. Crust. Biol.
7(4): 581-594.
Reid, D. G. and E. Naylor. 1989. Are there separate circatidal and circadial clocks in the shore crab Carcinus
maenas? Mar. Ecol. Prog. Ser. 52(1): 1-6.
Richards, R. A. 1992. Habitat selection and predator avoidance: ontogenetic shifts in habitat use by the Jonah crab
Cancer borealis (Stimpson). J. Exp. Mar. Biol. Ecol. 156: 187-197.
Richards, R. A. and J. S. Cobb. 1986. Competition for shelter between lobsters (Homarus americanus) and Jonah
crabs (Cancer borealis): Effects of relative size. Can. J. Fish. Aquat. Sci. 43: 2250-2255.
Robles, C. 1987. Predator foraging characteristics and prey population structure on a sheltered shore. Ecology 68(5):
1502-1514.
Root, R. B. 1967. The niche exploitation pattern of the Blue-gray Gnatcatcher. Ecol. Monogr. 37: 317-350.
29

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

Ropes, J. W. 1989. The food habits of five crab species at Pettaquamscutt River, Rhode Island, USA. U.S. Nat. Mar.
Fish. Serv. Fish. Bull. 87(1): 197-204.
Scheffé, H. 1953. A method for judging all contrasts in the Analysis of Variance. Biometrika. 40: 87-104.
Schoener, T. W. 1983. Field experiments on interspecific competition. Am. Nat. 122(2): 240-285.
Sih, A., P. Crowley, M. McPeek, J. Petranka and K. Strohmeier. 1985. Predation, competition, and prey
communities: A review of field experiments. Ann. Rev. Ecol. Syst. 16: 269-311.
Simberloff, D. and T. Dayan. 1991. The guild concept and the structure of ecological communities. Ann. Rev. Ecol.
Syst. 22: 115-143.
Skajaa, K., A. Ferno, S. Lokkeborg and E. K. Haugland. 1998. Basic movement pattern and chemo-oriented search
towards baited pots in edible the crab (Cancer pagarus L.). Hydrobiologia 372: 143-153.
Spiller, D. and T. Schoener. 1988. An experimental study on lizards on web-spider communities. Ecol. Monogr. 58:
57-77.
Stehlik, L. L. 1993. Diets of the brachyuran crabs Cancer irroratus, C. borealis, and Ovalipes ocellatus in the New
York Bight. J. Crust. Biol. 13(4): 723-735.
Stehlik, L. L., J. C. L. Mackenzie and W. W. Morse. 1991. Distribution and abundance of four brachyuran crabs on
the Northwest Atlantic Shelf. Fish. Bull. NOAA 89(3): 473-492.
Stevens, B. G., D. A. Armstrong and J. C. Hoeman. 1984. Diel activity of an estuarine population of Dungeness
crabs Cancer magister in relation to feeding and environmental factors. J. Crust. Biol. 4(3): 390-403.
Stewart, L. L. 1971. The seasonal movements, population dynamics, and ecology of the lobster, Homarus
americanus, off Rand Island, Connecticut. Ph.D. Thesis. Univ. of Connecticut, Storrs.
Thompson, J. N. 1998. Rapid evolution as an ecological process. TREE 13(8): 329-332.
Vadas, R. L. and R. S. Steneck. 1995. Overfishing and interferences in kelp-sea urchin interactions. Ecology of
Fjords and Coastal Waters. H. R. Skjoldal, C. Hopkins, K. E. Erikstad and H. P. Leinaas (eds.). Elsevier Science
B.V.: 509-524.
Wang, D. 1982. The behavioral ecology of competition among three decapod species, the American lobster,
Homarus americanus, the Jonah crab, Cancer borealis, and the Rock crab, Cancer irroratus, in rocky habitats.
Ph.D. Thesis. Univ. Rhode Island, 90.
Weiss, H. M. 1970. The diet and feeding behavior of the lobster, Homarus americanus in Long Island Sound. Ph.D.
Thesis. Univ. of Connecticut, Storrs.
Wiens, J. A. 1977. On competition and variable environments. Am. Sci. 65: 590-597.
Winget, R. R., D. Maurer and H. Seymour. 1974. Occurance, size composition and sex ratio of the rock crab,
Cancer irroratus Say and the spider crab, Libinia emarginata Leach in Delaware Bay. J. Nat. Hist. 8: 199-205.
Wissinger, S. A., G. B. Sparks, G. L. Rouse, W. S. Brown and H. Steltzer. 1996. Intraguild predation and
cannibalism among larvae of detritivorous caddisflies in subalpine wetlands. Ecology 77(8): 2421-2430.
Wissinger, S. A., H. H. Whitman, G. B. Sparks, G. L. Rouse and W. S. Brown. 1999. Foraging trade-offs along a
predator-permanence gradient in subalpine wetlands. Ecology 80(6): 2102-2116.
Witman, J. D. 1985. Refuges, biological disturbance, and rocky subtidal community structure in New England. Ecol.
Monogr. 55(4): 421-445.
Witman, J. D. and K. P. Sebens. 1992. Regional variation in fish predation intensity: a historical perspective in the
Gulf of Maine. Oecologia (Berlin) 90: 305-315.
Wootton, J. T. 1992. Indirect effects, prey susceptibility , and habitat selection: impacts of birds on limpets and
algae. Ecology 73(3): 981-991.

30

Mark Novak

Ecology & Evolutionary Biology

Spring 2000

Appendix 1 – ANOVA tables and Scheffe’s a posteriori contrasts of the diel density and size
composition of active H. americanus individuals.
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Appendix 2 – ANOVA tables and Scheffe’s a posteriori contrasts of the diel density and size
composition of active C. borealis individuals.
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Appendix 3 – ANOVA tables and Scheffe’s a posteriori contrasts of the diel density and size
composition of active C. maenas individuals.

Too few observations to compute ANOVA Table for nighttime C. maenas by depth.
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Appendix 4 – ANOVA tables and Scheffe’s a posteriori contrasts of the diel density and size
composition of active C. irroratus individuals.
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Appendix 5 – One-way ANOVA tables and Scheffe’s a posteriori contrasts for arcsine
transformed algal cover, grouped by morphological similarity.
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Appendix 6 – One-way ANOVA tables for the subtidal predation intensity tethering experiments.
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