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Abstract In many species, post-copulatory mate
guarding prevents other males from mating with the
guarded female. In crabs, males stay with their mates to
protect the female from predators because, in some
species, mating occurs when she is soft and vulnerable
after molting. I tested the relative roles of sperm com-
petition and predation on the duration of the post-
copulatory association in the blue crab, Callinectes
sapidus. Unpaired females suffered greater predation
mortality than paired females and males stayed with the
female longer in the presence of predators than in their
absence, suggesting that the post-copulatory association
protects females during their vulnerable period. How-
ever, the association may also occur in blue crabs be-
cause of sperm competition since spermathecal contents
of females in the field indicate that 12.4% mated twice.
Females experimentally mated with two males contained
both males ejaculates and each ejaculate had access to
the unfertilized eggs, suggesting that the size of a male’s
ejaculate influences his fertilization rate in a multiply-
mated female. Males stayed longest in response to a high
risk of sperm competition. Longer post-copulatory as-
sociations allowed the first male’s ejaculate to harden
into a type of sperm plug, which limited the size of a
second inseminator’s ejaculate in a non-virgin female as
compared with a virgin. Males passed larger ejaculates
in the presence of rivals and when previous ejaculates
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were in the female spermathecae, another response to
sperm competition. Larger ejaculates may need longer
post-copulatory associations before a more effective
sperm plug forms. Large males stayed with the female
longer, which is consistent with their ability to pass
larger ejaculates than small males and suggests that there
may be costs to minimizing the duration of the post-
copulatory association. In the field, associations last
long enough to protect the female during her vulnerable
phase and may ensure that the guarding male fertilizes
the most eggs in the female, even if she remates. Thus,
the post-copulatory association protects female blue
crabs from additional inseminators as well as from
predators.

Key words Sperm competition - Predation -
Post-copulatory mate association - Blue crab

Introduction

Darwin (1871) defined the two main forces shaping the
evolution of male secondary sexual characteristics as
female choice and male-male competition. Male-male
competition takes many forms, although previous re-
search has focused mainly on aggressive interactions
among males (LeBoeuf 1974; Eberhard 1979; Watson
1990; Madsen et al. 1993). However, males also compete
via sperm competition, which occurs when the sperm
from multiple males compete within the female for a
limited number of egg fertilizations (Parker 1970a;
Smith 1984). The way in which the different insemina-
tions are used, or the sperm precedence pattern, can
influence which inseminator of a multiply-mated female
fertilizes the most eggs. When the sperm from the last
male to mate has precedence in fertilizing the female’s
eggs, or if sperm from the different inseminators mix
within the female reproductive tract, traits that prevent
subsequent insemination of the female may have a se-
lective advantage (Parker 1970a 1984). Sperm competi-
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tion can provide strong selection for the evolution of
male adaptations designed to limit the number of eggs
any subsequent male’s sperm will fertilize; these adap-
tations include sperm plugs that block the female re-
productive tract (Parker 1970a; Diesel 1990; Barker
1994), sperm displacement (Waage 1986; Arnqvist 1988;
Eady 1994), and post-copulatory mate guarding (Smith
1984).

Post-copulatory mate guarding is widespread (Smith
1984) and can be an effective way for a male to insure
that he is the primary inseminator of a particular female
(Parker 1970b; Smith 1984). The duration of guarding
will be a balance between the eggs gained from guarding
versus those that could be received from a similar
amount of searching for a new mate (Parker 1978). Post-
copulatory mate guarding occurs in many crabs but its
role in sperm competition has rarely been examined,
despite evidence that sperm competition may occur in
crabs (Salmon 1983; Christy 1987; Diesel 1991; Koga
et al. 1993). In some species, females mate with multiple
partners (Murai et al. 1987; Brockmann 1990; Diesel
1991; Henmi et al. 1993), females store sperm for ex-
tended periods of time (Paul 1984; Bauer 1986; Diesel
1988; Sainte-Marie 1993), and male ejaculates harden to
form what may be a sperm plug (Bigford 1979; Elner
et al. 1980; Bawab and El-Sherief 1989; Diesel 1990). If
the hardened ejaculate prevents other males from mating
with the female, the duration of guarding may coincide
with sperm plug formation.

Post-copulatory mate guarding has been assumed to
protect female crabs from predation because guarding is
common in species that mate shortly after the female
molts (Hartnoll 1969; Salmon 1983), when her exoskel-
eton is soft and she is vulnerable to predators (Ryer et al.
1990; Shirley et al. 1990) and/or cannibals (Laughlin
1982; Hines et al. 1987; Mansour 1992). The costs and
benefits of guarding against predation are influenced by
the probability of predation on the female, how long the
female remains vulnerable, and the male’s expected egg
gain, which may be influenced by the size of his ejaculate
and/or his mate (Sivinski 1983). Few predators may
successfully prey on a fully hardened, post-molt female
blue crab, thus reducing the male’s gain from guarding
after the female’s carapace hardens. On the other hand,
it may take longer for the new exoskeleton of large post-
molt females to harden, requiring longer post-copula-
tory mate guarding times. Mate guarding may protect
the female against predation; however, post-copulatory
mate guarding has come to mean guarding against
sperm competition. Therefore, the term “post-copula-
tory association” will be used to describe the association
between a male and his mate after copulation and two
possible functions for the behavior of the male will be
examined: protection against predators and protection
against sperm competition.

The blue crab, Callinectes sapidus, offers the oppor-
tunity to test the relative roles of predation and sperm
competition on the duration of the post-copulatory as-
sociation between the sexes. Female blue crabs mate

after their final molt to maturity, suggesting that there
are benefits to protecting the female from predation. In
Chesapeake Bay, molting crabs and juveniles are vul-
nerable to fish (e.g., striped bass, American eel) and es-
pecially intermolt crabs (Hines et al. 1987, Mansour
1992; Dittel et al. 1995; Hines and Ruiz 1995). Molting
crabs may occupy refuge habitats that effectively prevent
predation by fish but cannot eliminate the threat of
cannibalism (Hines et al. 1987). It has been assumed that
the association lasts until the female is no longer vul-
nerable to predation (Van Engel 1958). Alternatively,
the duration of the association may coincide with the
female’s susceptibility to remating. The seminal fluid
portion of a male’s ejaculate hardens over time and may
form a sperm plug (Wenner 1989), suggesting a role for
sperm competition in the post-copulatory association of
males and females. However, it is not known whether
female blue crabs can remate while their exoskeleton is
hardening or whether post-molt females continue to
attract males with a urine-borne pheromone (Gleeson
1980).

This paper tests the predation and sperm competition
hypotheses for the duration of the post-copulatory as-
sociation between the sexes in blue crabs. If predation on
females during their soft, post-molt phase favors males
that guard females while their exoskeleton hardens, then
we can predict that (1) females should be particularly
vulnerable during their post-molt phase and (2) that a
greater risk of predation will result in longer associa-
tions. To test these predictions, the mortality and injury
rates of paired females was compared with that of un-
paired females in the presence of potential predators.
The duration of the association in the presence and
absence of potential predators was also compared.

Sperm competition favors males that limit the num-
ber of eggs subsequent inseminators fertilize. The sperm
competition hypothesis predicts (1) that females will
sometimes mate with more than one male, (2) that each
inseminator’s sperm will gain access (not necessarily
equal) to the unfertilized eggs, and (3) that the post-
copulatory association will last longer when the risk of
sperm competition is higher. To test these predictions,
the incidence of female multiple-mating was determined,
the fate of both male’s ejaculates in females that mated
twice was assessed, and the duration of the post-copu-
latory association in the presence and absence of other
males was compared.

If sperm from the different inseminators mix in the
female reproductive tract, then the male with the largest
sperm contribution will fertilize more eggs. This type of
sperm competition predicts that the duration of the as-
sociation should limit the size of a subsequent male’s
ejaculate and that males should pass larger ejaculates
when the risk of sperm competition is increased. The
effect of the duration of the association on the amount of
ejaculate males pass to females was determined and
compared with estimates of the duration of the associ-
ation in the field. The size of male ejaculates in the
presence and absence of rivals was also compared.



Methods

This research was carried out at the Smithsonian Environmental
Research Center (SERC) on the Rhode River, a sub-estuary of
Chesapeake Bay, in Maryland (38° 51'N, 76° 32'W) from mid-June
through late September 1991-1994. All crabs used in experiments
were collected in the field. Seines and trawls were sometimes used
but most specimens were taken with a dip net, two or three times
per week, from the sides of 150- to 200-m-long commercial pound
nets stretched between vertical posts near the mouth of the Rhode
River. Crabs were transported to SERC, measured, separated by
sex, maintained in floating field cages in the Rhode River and fed
fish daily until used in experiments.

Data collected from field captured crabs included sex, paired
status (pre-copulatory, post-copulatory, copulating, or unpaired),
molt stage (see below), sexual maturity (juvenile, pre-pubertal or
pre-molt, mature), carapace width (distance, in millimeters, be-
tween the tips of the lateral spines), and the number and identity of
autotomized limbs. Molt stage was determined by examining the
propodus on the fifth appendage for evidence of epidermal re-
traction and color variation (Van Engel 1958). Pre-molt females
were designated: early/Dy (9-10 days pre-molt); early-mid/D; (7-8
days pre-molt); mid/D, (5-6 days pre-molt); mid-late/Ds (3—4 days
pre-molt) and late/D,4 (1-2 days pre-molt) (Drach 1939). The time
required to harden the newly formed carapace after molting was
used to designate the molt stages of post-molt crabs as follows:
early ( <24 h post-molt), mid ( > 48 h post-molt), late ( > 72 h
post-molt) and intermolt ( > 96 h post-molt). Pre-molt females
have a triangular, darkened abdomen while adults have a semi-
circular abdomen. Males were designated sexually mature if the
second pleopods lay within the first pleopods (intromittent organs),
if the penes were inserted into the second pleopods and if the ab-
domen easily pulled away from the sternum (Van Engel 1990). 1
used only mature, intermolt males that possessed both chelae and
that were missing not more than one walking leg, a condition that
does not affect mating behavior and/or mating success (Smith
1992). Crabs in experiments were never held in field cages for more
than 1 week or reused.

Statistical procedures

The field and experimental data were analyzed using Systat (SY-
STAT 1992). In all instances, data were tested for normality using
the Kolmogorov-Smirnov test and for homogeneous variances
using Bartlett’s test (Sokal and Rohlf 1981). When transformed
data failed to meet the assumptions of parametric tests, the ap-
propriate non-parametric test was used. Tests include one-way and
two-way ANOVA with Tukey multiple comparisons test to detect
differences between treatments, the r-test, paired r-test and G-test
with William’s correction. The William’s correction was used be-
cause it improves the approximation of G to chi square especially
when sample sizes are low (Sokal and Rohlf 1981). In the text,
means are presented with their standard error ( £ SE).

Pool experiments

All of the experiments described below were performed in plastic
pools (2 m in diameter and 0.3 m deep). Each pool contained ap-
proximately 10 cm depth of sand and was filled with water from the
Rhode River. The pools were constantly aerated and the water was
completely changed every 1-2 days. A 0.5-m-high ‘“fence” of
hardware cloth was placed around the inside perimeter of each pool
and covered with a piece of plywood. The cover protected crabs
from terrestrial predators (e.g., raccoons), direct sunlight, and el-
evated water temperatures. The water salinities matched that of the
Rhode River (5-10 ppt) and water temperatures were approxi-
mately 5° C below that of the Rhode River, varying little among
pools (22-27° C). Crabs were exposed to the ambient light:dark
cycle (14h : 10h). Pools were monitored five to ten times daily for
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the presence of courtship, copulation, and pre- or post-copulatory
association. The post-copulatory association begins directly after
copulation, which may last 5-12 h (Van Engel 1958). When the end
of copulation was not observed, I assumed copulation lasted 12 h.
By over-estimating the duration of copulation when it was not
directly observed, the estimates of the duration of the post-copu-
latory association were conservative. All pools were equally mon-
itored, hence there were no observation biases towards any
treatment in any of the experiments. Crabs in pools were fed
mussels (Mytilus sp.) daily.

Measuring ejaculate size: the pleopod removal technique

In the experiments described below, ejaculate weight was used as a
measure of the amount of sperm males pass to females. The
number of spermatophores (NS) increases with ejaculate weight
(EW) (NS =0.613EW + 249, 2 =0.332, n=29, P=0.001).
However, the average size of spermatophores (which may influence
the number of sperm they contain) does not vary significantly with
either ejaculate weight (n =29, P = 0.592) or male size (n = 29,
P = 0.446) (Jivoff 1995). Male blue crabs store spermatophores and
seminal fluid in paired vas deferentia. Each vas deferens is con-
nected to an external pleopod, through which seminal fluid and
spermatophores are passed to one of the female’s two spermathecae
(Van Engel 1958). I found no difference in the weight of material
males store in their vas deferentia (paired ¢ = 0.306, df = 10,
P =10.766) or pass through each pleopod (paired ¢=0.276,
df =158, P =0.783) (Jivoff 1995). Therefore, the following pro-
tocol was used as an unbiased measure of the weight of male
ejaculates.

One (randomly assigned) pleopod from each male was removed
with dissecting scissors at least 24 h prior to mating. After one
copulation, each vas deferens was weighed (to the nearest 0.01 g).
The intact vas deferens transferred the normal amount of ejaculate
while the vas deferens lacking a pleopod (‘“‘unmated”) transferred
none. As a result, the weight of the unmated and intact vas def-
erentia represented the amount of seminal fluid and spermatoph-
ores stored before and after mating, respectively. Ejaculate weight
was calculated by the difference between the weights of the intact
and unmated vas deferentia. The proportion of available material
passed was also calculated by dividing the ejaculate weight by that
of the unmated vas deferens. The surgical procedure proved effec-
tive because neither spermatophores or seminal fluid were lost after
pleopod removal, and no difference was found between the calcu-
lated weight of ejaculate passed and the measured weight of
spermathecae contents (paired ¢t = 0.704, df =42, P = 0.48)5).
Pleopod removal did not adversely affect the functioning of the
intact vas deferentia since no difference was found between the
amount of material passed by the remaining pleopod, either left
(Mann-Whitney U =120, P > 0.05) or right (Mann-Whitney
U =128, P> 0.05), and that of a corresponding pleopod from
intact males.

Post-copulatory associations: duration in the field

The duration of post-copulatory associations in the field were es-
timated using observations of the amount of time required to
harden the newly formed carapace of females that molted in ex-
perimental pools and holding cages. A post-copulatory association
begins immediately after copulation, which is coupled with molt-
ing. Therefore, an estimate of the amount of time that has elapsed
since a guarded female molted (carapace formation) is a good ap-
proximation for the duration of a post-copulatory association.
Only singly-mated females were included in this sample.

Protective value of the post-copulatory association
I examined whether the post-copulatory association protected

molting females against the risk of predation. Adult females in the
intermolt stage were used as potential predators on molting pre-
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molt females. Adult females were used rather than large fish pre-
dators because (1) gut contents (Laughlin 1982; Hines et al. 1987,
Mansour 1992) and my own observations of adult blue crabs in-
dicate they are cannibalistic, and therefore a realistic threat, (2)
adult females are more readily available than other predators, and
(3) their behavior under laboratory conditions is more predictable
than that of large fish predators. One male, two size-matched, pre-
molt females (late molt stage) and one adult female were placed in
each pool. Male blue crabs have never been observed in association
with two females simultaneously. Therefore, I assumed only one of
the pre-molt females would be associated with the male. The pools
were monitored daily for evidence of cannibalism on either pre-
molt female. After both pre-molt females molted, they were scored
for mortality, limb loss and body damage. Only those cases in
which the pre-molt females molted simultaneously and thus equally
susceptible to cannibalism during their soft phase were used. The
G-test was used to test if mortality, limb loss and body damage
were associated with paired status. The numbers of limbs lost by
paired and unpaired females were compared with a z-test.

The effect of sex ratio and male size on post-copulatory
associations

I manipulated sex ratios and male size to determine if the potential
for predation and sperm competition influence (1) the duration of
the post-copulatory association, (2) the size of male ejaculates, and
(3) if male size influences the ejaculate or association response to
sperm competition or predation. The experiment was a 3 x 3 fac-
torial design, with sex ratio and male size as the independent
variables. The operational sex ratio was used to manipulate the risk
of sperm competition and males were divided into three size cate-
gories: small (120-135 mm), medium (135-145 mm) and large
(> 145 mm). Two sex ratios (number of males:number of pre-molt
females) were used: 3:1 and 1:1. The third treatment (‘“‘cannibal
treatment’’) consisted of an operational sex ratio of 1:1 plus two,
intermolt adult females, and thus had the same density of crabs as
the 3:1 treatment without the risk of sperm competition (Fig. 1).
The males in the 3:1 treatment were well fed, and therefore I
assumed the risk of sperm competition was greater than that of
cannibalism.

The pleopod removal technique was used to facilitate the
measurement of ejaculates. The males in the same pool had a
common (i.e., left or right) pleopod removed to compare the
ejaculates of similar sized first and second inseminators. Males that
mated or that were associated with a post-molt female were sac-
rificed at the end of the experiment. The female’s spermathecae
were also weighed (to the nearest 0.01 g). Two-way ANOVA (with
Tukey multiple comparisons test) was used to compare the dura-
tions of the post-copulatory associations and percent of material
passed among the treatments.

Fig. 1 Sex ratio experimental design. Three
sex ratio treatments are shown and the sexes
are labeled as follows: males open squares,
pre-molt females open circles, and adult
females dotted circles. Each sex ratio treat-
ment is replicated using three size classes of
males: small (120-135 mm), medium (135-
145 mm) and large ( > 145 mm)

Treatment

Female multiple mating in the field

Once an ejaculate is passed to the female, the pink seminal fluid
hardens over time and most of the spermatophores accumulate in a
single, large mass at the distal end of the spermathecae (Johnson
1980). The spermathecal contents from field collected females were
visually compared with those from females that mated with two or
three males in experimental pools. I noted the number of sperm-
atophore masses and their position within the spermathecae, and
the color (dark versus light) and texture (hard versus soft) of the
seminal fluid. The spermathecae of the adult females from each
collection date were weighed (to the nearest 0.01 g). The weight of
the spermatheca itself was subtracted using the linear regression
equation obtained between adult female width (AFW) and empty
spermathecae weight (ESW) (n =40, ESW = 0.003AFW-0.230,
r* =0.214, P = 0.003) (Jivoff 1995). I compared the sum of the
weights of both spermathecae contents between singly- and doubly-
mated females from the field using the z-test.

The duration of the post-copulatory association
and the size of subsequent ejaculates

To test the effect of the duration of the post-copulatory association
on the ejaculate size of future inseminators, non-virgin females
were remated after different association durations and the ejaculate
weight of each inseminator was compared. Females were mated
with two males in succession: the first had one pleopod removed,
while the second was normal (both pleopods intact) and size-mat-
ched with the first inseminator.

After the first mating, each female contained one mated and one
unmated spermatheca (Fig. 2). The mated females were subse-
quently isolated for one of four periods (24, 48, 72 or 96 h), and then
remated with an intact male. Each period simulated a different du-
ration of the post-copulatory association. If the second male copu-
lated successfully, then each female contained one spermatheca
inseminated by both males (a doubly-mated spermatheca) and one
spermatheca inseminated only by the second male (a singly-mated
spermatheca) (Fig. 2). Both spermathecae were weighed (to the
nearest 0.01 g). The difference between the weights of the first male’s
unmated and intact vas deferentia was his contribution to the doubly-
mated spermatheca. The second male’s contribution to the doubly-
mated spermatheca was the weight of the spermatheca minus the first
male’s contribution. Finally, the weight of the singly-mated sperm-
atheca was the second male’s contribution to that spermatheca. The
weight of the spermatheca itself was subtracted from the above
weights using the linear regression equation obtained between pre-
molt female width (PFW) and empty spermathecae weight (ESW)
(ESW = 0.009PFW-0.458, > = 0.363, n =28, P=0.001) (Jivoff
1995). At each time interval, paired z-tests were used to compare: (1)
the first versus second male’s ejaculate in the doubly-mated sperm-
atheca, and (2) the second male’s ejaculate in the doubly-mated
versus the singly-mated spermatheca. I tested the effect of association
time on the second male’s ejaculate in the doubly-mated spermatheca
using one-way ANOVA.

3:1 1:1

11+
2 Cannibals



Multiple Mating Experimental Design
Female Spermathecae Contents

First Mating Results: Right pleopod removed

Left Right

Female remated after 1 of 4 periods: 24, 48, 72 or 96 hours
n=15, 22,23, 16

Second Mating Results: Intact Male

spermatheca weight - A=B

unmated - mated vas deferens=A

Doubly Mated Singly Mated

Comparisons Measures Statistical Test
Male #1 vs Male #2 AvsB paired t-test
Male #2 doubly mated vs
Male #2 singly mated BvsC paired t-test
Male #2 to doubly mated

guarded for different times B among times ANOVA

Fig. 2 Multiple mating experimental design. This shows the results of
ablating the right pleopod of the first male to mate. Each male’s
contribution to each spermatheca is shown

Results

The duration of post-copulatory associations in the field

All adult females less than 24 hours post-molt were
paired. The majority (79.5 % ) of adult females 48 h
post-molt were also paired. However, adult females 72
and 96 hours post-molt were paired only 21.2 % and
7.9% , respectively (Fig. 3). These results indicate that
post-copulatory associations often last longer than 48 h
and may continue for over 96 h.

The post-copulatory association: protection against
predators

There was a greater incidence of mortality (G = 16.62,
df =1, P<0.001) and body damage (G = 14.45,
df =1, P =0.001) among unpaired females than paired
females. Although the incidence of limb loss was not
statistically significant (G = 1.15, df = 1, P > 0.05), the
number of limbs lost by unpaired females was signifi-
cantly greater than that of paired females (r =2.31,
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Fig. 3 Percentage of paired and unpaired adult females captured in
the field during four post-molt stages. Percent is the number of paired
or unpaired females in each molt stage, divided by the total number of
females in that stage. The number of hours since the females molted is
shown for each molt stage. The numbers above the bars are sample
sizes. Data are pooled from all years (1991-1994) of the study
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Fig. 4 Differences in the duration of the post-copulatory association
among the sex ratio treatments. The numbers in the bars are sample
sizes. The letters above the bars are the results of a Tukey multiple
comparisons test. Bars sharing the same letter are not significantly
different (all P < 0.001). The vertical bars are 1 SE

df =36, P =0.027). In addition, males guarded signif-
icantly longer in the presence of potential cannibals than
in their absence (F92) = 65.03, P < 0.001; Tukey HSD,
P =0.001) (Fig. 4).

The post-copulatory association: the sperm competition
hypothesis

The sperm competition hypothesis requires that at least
some females mate with more than one male. Based on
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Fig. 5 Sum of both spermathecal contents from adult females
captured in the field identified as either mating once or twice. The
weights of the empty spermathecae have been removed. The numbers
in the bars are sample sizes. The vertical bars are 1 SE. Note that the
incidence of double mating is 12.4%

visual comparisons of spermathecae from females that
were known to mate with two or three males, female
spermathecal contents from field collected crabs indicate
that 12.4% mated twice. There were no cases of females
that mated more than twice. In females that mated once,
there was one spermatophore mass at the distal end of
the spermathecae, whereas double matings resulted in
one spermatophore mass at each end of the sperm-
athecae. The first insemination was dark and completely
hardened whereas the second was light and still soft.
Doubly-mated females had nearly twice the amount of
spermatophores and seminal fluid than singly-mated
females (Fig. 5).

Sperm competition and male size effects on post-copu-
latory association duration and ejaculate size

Sex ratio (Fr92 = 65.03, P < 0.001) (Fig. 4) and male
size (Fo90 = 3.64, P =0.03) (Fig. 6) had significant ef-
fects on the duration of mate guarding. The interaction
between sex ratio and male size was not significant
(Fy88 = 0.106, P =0.98). Males stayed with females
significantly longer when the sex ratio was male biased
than under the equal sex ratio treatment (Tukey HSD,
P < 0.001) or the cannibal treatment (Tukey HSD,
P =0.001). Large males stayed with females significantly
longer than small males (Tukey HSD, P < 0.05). There
were significant differences in the proportion of ejaculate
passed to females among the sex ratio treatments
(F2,101 = 3.67, P =0.03) and among the male size cate-
gories (F2101 =4.19, P =0.02). Males passed larger
proportions of their available material under the male
biased sex ratio than the equal sex ratio without canni-
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Fig. 6 Differences in the duration of the post-copulatory association
among the male size classes. The size ranges (in mm) for each category
are as follows: small (120-135), medium (135-145) and large ( > 145).
The numbers in the bars are sample sizes. Large males guarded longer
than small males (Tukey HSD P < 0.05). The vertical bars are 1 SE.

bals (Tukey HSD, P =0.015) (Fig. 7). Small males
passed a larger percentage of material than medium
sized males (Tukey HSD, P = 0.020). Neither male size
(F5,101 =2.50, P=0.09) nor sex ratio (f2101 = 2.16,
P =0.12) had a significant effect on the percentage of
seminal fluid passed to females. The percentage of
spermatophores passed to females was also not influ-
enced by male size (F3101 = 1.06, P = 0.35) or sex ratio
(F2,101 = 0.07, P = 0.94).
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Fig. 7 Differences in the percent of ejaculate passed by males among
the sex ratio treatments. Percent is the amount passed divided by the
total amount of material available in the male reproductive tract. The
numbers in the bars are sample sizes. The 3:1 treatment is significantly
larger than the 1:1 treatment (P < 0.05). The vertical bars are 1 SE



I observed 12 double matings and 3 triple matings
during this experiment. In the double matings, I found
no difference in the proportion of ejaculate second males
passed compared with that of the first inseminator
(t=0.820, df = 21, P = 0.42). The average duration of
the post-copulatory association by first males was 53.3 h
(n =12, SE * 12).

The duration of the post-copulatory association and the
size of subsequent ejaculates

Female blue crabs remated even 96 hours after their first
insemination. When the time between matings was 24 h,
I found no difference in the ejaculate that second males
passed to the doubly-mated spermatheca as compared
with the singly-mated spermatheca (paired ¢ = 0.24,
df =14, P=0.82) (Fig. 8). When the time between
matings was 48 h (paired ¢t = 2.92, df =21, P =0.01),
72 h (paired ¢t =5.73, df =22, P <0.001) and 96 h
(paired ¢t = 8.14, df =15, P < 0.001), the second male
passed significantly less to the doubly-mated sperm-
atheca than to the singly-mated spermatheca (Fig. 8).
While there was a trend for second males to pass less
material to the doubly-mated spermatheca with in-
creasing time between matings, the differences among
doubly-mated spermathecae over time were not signifi-
cant (F3,,64 =0.96, P > 005)

Compared to the ejaculates that first males passed to
the doubly-mated spermatheca, second males passed
significantly more material after 24 h (paired ¢ = 6.27,
df =13, P<0.001), 48 h (paired ¢=8.47, df =19,
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Fig. 8 Ejaculate weight of first male (O), second male to singly-mated
spermatheca (SMS) (), and second male to doubly-mated sperm-
atheca (DMS) (@). The significant differences are as follows: male 2
SMS > Male 2 DMS, 48 h (P < 0.05), 72 h (P < 0.001) and 96 h
(P <0.001); male 2 DMS > Male 1, 24 h (P <0.001), 48 h
(P <0.001), 72 h (P < 0.001), and male 2 SMS > Male 1, 24 h
(P =0.008),48 h (P < 0.001), 72 h (P < 0.001) and 96 h (P < 0.001).
The vertical bars are + 1 SE
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P <0.001), and 72 h (paired ¢=4.09, df =18,
P < 0.001) (Fig. 8). I found no difference in the ejacu-
lates of first and second males after 96 h (paired ¢ = 0.74,
df = 14, P = 0.47). Furthermore, second males passed
significantly more to a singly-mated spermatheca than
did the first male after all times between matings (24 h,
paired t=3.14, df =13, P=0.008; 48 h, paired
t=497, df =19, P<0.001; 72 h, paired ¢=6.51,
df =18, P <0.001; 96 h, paired = 6.53, df =14,
P < 0.001) (Fig. 8). Overall, second males passed more
to the singly than to the doubly mated spermatheca and
passed more than first males.

Discussion

Predation and the duration of the post-copulatory as-
sociation

It has long been assumed that the post-copulatory as-
sociation in crabs functions to protect the recently
molted female from predation (Van Engel 1958; Hart-
noll 1969). The coupling of molting and mating is un-
ique in crabs such that females are most vulnerable at
the time of mating. My experimental data show that
unpaired females are more vulnerable to attack from
cannibals and have higher mortality rates during molt-
ing than paired females, which is consistent with field
experiments done on blue crabs (Shirley et al. 1990). In
other taxa, the act of mating makes females (or pairs)
more vulnerable to predation and typically reproductive
activities (e.g., guarding or copulation times) are short-
ened (Gwynne 1989; Magnhagen 1991). However, male
blue crabs stay longer in the presence of predators than
in their absence, which is also true for the stone crab,
Menippe mercenaria, another species that mates when
the female is soft and vulnerable(Wilber 1989).

Post-copulatory associations should continue until
the benefits from protecting the female from predators
and/or other males are outweighed by those of finding a
new mate. In the blue crab, the hardening of the new
exoskeleton reaches an ionic equilibrium after 48 h (Vigh
and Dendinger 1982), suggesting that post-molt females
remain vulnerable for at least 48 h. Therefore, if the
post-copulatory association functions to protect the fe-
male from predators, it should last at least 48 h. In the
absence of cannibals, males stayed with females for
about 48 h, and in the field, 79.5% of females post-molt
for more than 48 h were paired; both findings indicate
that females are protected while they are vulnerable.
Males stayed with females almost 24 h longer in the
presence of cannibals than in their absence, suggesting
that males will stay with females for 72 h in order to
protect them from predation. However, in the field,
29.1% of females post-molt for more than 72 h were still
paired, suggesting that males benefit from association
times that exceed those needed to protect the female
from predation.
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Sperm competition in blue crabs

In the field, I found evidence that female blue crabs had
remated and that each inseminator’s ejaculate has access
to the unfertilized eggs, indicating that sperm competi-
tion may occur in blue crabs. However, the incidence of
female multiple-mating was only 12.4% , suggesting that
the male’s presence effectively deters female remating
and that sperm competition is not common. In contrast,
most female insects mate with at least two males (Parker
1970a; Ridley 1988). The level of sperm competition may
not be as high in blue crabs, because non-virgin females
may be more difficult to find and mate with than virgins.
Pre-molt females attract males with a pheromone;
however, post-molt females may be unable to produce
the pheromone as they harden (Gleeson 1980). As a
result, search times for non-virgins may be high and/or
encounter rates may be low. Non-virgins may seek out
additional males to mate with if they are released while
still vulnerable to predation or if, as in a variety of other
species, they receive a small amount of sperm (Gromko
et al. 1984; Simmons 1988; Waddy and Aiken 1990;
Sainte-Marie 1993). Otherwise, non-virgins may resist
the mating advances of males because paired females
miss feeding opportunities necessary for growth after
molting. Adult female blue crabs may succeed in resist-
ing males because they are usually larger (Jivoff 1995).

Sperm competition and the duration
of the post-copulatory association

Even if sperm competition occurs rarely in blue crabs,
when I experimentally created conditions that may lead
to high levels of sperm competition, males altered their
behavior in a way that was consistent with increasing
their egg gain within the female. The experimental re-
sults indicate that the increased possibility of sperm
competition prolonged the post-copulatory association
by more than 48 h beyond the time needed to protect
females against predators. At high male sex ratios, males
stayed with females for approximately 125 h, which,
according to the multiple mating experiment, may en-
sure that the first male’s ejaculate is larger than another
inseminator’s. Large males stayed with females longer
than small males perhaps because large males pass larger
ejaculates (Jivoff 1995) and thus may receive greater egg
gains. Large males may also have assessed a greater risk
of female remating than small males. Paired males may
estimate the risk of female remating by the frequency
and/or intensity of aggressive encounters with competi-
tors. As males get larger, they may have more frequent
and/or more intense aggressive interactions with similar
sized rivals (Smith et al. 1994; Huntingford et al. 1995).
In the experiment, the males were size-matched; hence
large paired males may have received more frequent and/
or more intense takeover attempts than small males.
Takeovers and the subsequent amount of ejaculate a
second male can pass also help explain the occurrence of

multiple mating in the experiment. When multiple mat-
ing occurred, the second male obtained the female, on
average, 53 h after the first male copulated. If the second
male successfully displaced the paired male, he did so in
time to pass a larger ejaculate than the first male be-
cause, according to the multiple mating experiment,
second inseminators pass larger ejaculates than the first
male when they mate with a non-virgin less than 72 h
after her first mating.

When females mate multiply, males that prevent
competitors from mating with their female or that limit
the size of a competitor’s ejaculate within their female
can fertilize more of her eggs (Parker 1970a). My ex-
perimental results suggest that post-copulatory associa-
tions of greater than 24 h significantly limit the ejaculate
that second males pass to non-virgins as compared to
virgins. Specifically, 48-h associations reduce another
inseminator’s ejaculate by 20% compared to what the
second male will pass to a virgin. In the field, 79.5% of
females post-molt for more than 48-h were paired, sug-
gesting that males remain long enough to limit the
ejaculate of competitors by 20% . The largest reductions
in the ejaculates passed to non-virgins, as compared with
those passed to virgins, occurred after associations of 96
h. However, in the field, most males remain for less than
96 h, suggesting that the first male’s ejaculate continues
to limit the ejaculate of rival males after the female has
been released and thus may act as a type of sperm plug.
In some insects the sperm plug completely prevents rival
males from inseminating non-virgin females (Parker
1970a); however, in blue crabs, second inseminators can
pass larger ejaculates than the first male to mate.
Therefore, the first male’s ejaculate may simply be a
“space occupier”’, which reduces the volume of sperm-
athecae available in a non-virgin female as compared
with a similar sized virgin. As a result, males pass
smaller ejaculates to non-virgins than to virgins.

In some crabs, females may be unable to mate when
their exoskeleton is hard (Hartnoll 1968, 1969), sug-
gesting that the exoskeleton of female blue crabs may
also limit the ejaculates that males pass to non-virgins.
Furthermore, if the ejaculate functions as a type of
sperm plug, then second males may have an incentive to
pass smaller ejaculates as the female hardens because
there is less risk of female remating. However, the
ejaculates that second males passed to virgins did not
decrease over time, indicating that the female’s exo-
skeleton did not limit the ability of males to pass ejac-
ulates or that males passed smaller ejaculates based on
the female’s opportunity to remate.

Sperm competition and ejaculate size

In a multiply-mated female, a male’s egg gain may be
influenced by his ejaculate size and/or the order in which
he mated (Parker 1970a). In other species, the last male
has precedence in fertilizing eggs if (1) he removes pre-
vious ejaculates from the female sperm storage organ



(Waage 1986), (2) his ejaculate displaces previous ejac-
ulates from the sperm storage organ (Parker 1970a), or
(3) his ejaculate prevents previous ejaculates from ac-
cessing unfertilized eggs (Diesel 1990). My observations
of doubly mated females suggest that in blue crabs each
inseminator’s ejaculate is present and will have access to
some unfertilized eggs. In female blue crabs that are
preparing to spawn, the seminal fluid softens and grad-
ually disappears, allowing the spermatophores to mix in
the spermathecae (Wenner 1989 and personal observa-
tion). Therefore, the size of a male’s ejaculate may in-
fluence his egg gain in a non-virgin more than the order
in which he mated.

The experimental results suggest that second insemi-
nators increase the size of their ejaculate, which may raise
their fertilization rate above that of the first male. Second
inseminators passed larger ejaculates than the first male
when the post-copulatory association lasted less than 96
h. However, first and second inseminators passed similar
sized ejaculates if the association lasted more than 96 h.
In the field, 7.9% of females post-molt for 96 h were still
paired, suggesting that some males that remain with the
female prevent rivals from passing ejaculates larger than
their own but that staying longer may limit additional
mating opportunities. Second inseminators also passed
significantly more to a virgin spermatheca than first
males, suggesting that the presence of the first male’s
ejaculate in the other (non-virgin) spermatheca may have
provided a cue for second males to alter their ejaculate
size while first males had no such cue (e.g., the presence
of competitors or previous ejaculates).

In some species, males have the ability to manipulate
their ejaculate according to the risk of sperm competi-
tion (Baker and Bellis 1989, 1993; Svard and Wiklund
1989; Baker et al. 1990; Gage 1991). My results suggest
that male blue crabs respond to the increased risk of
sperm competition (e.g., the presence of competitors
during mating or previous ejaculates) by passing larger
ejaculates but that they do not manipulate the individual
components (spermatophores and seminal fluid) of
ejaculates. No difference was found in male ejaculate size
between the cannibal and high sex ratio treatments, in-
dicating that males did not pass larger ejaculates simply
in response to a higher density of crabs. Larger ejacu-
lates may be more effective at preventing other males
from mating with a non-virgin and/or limiting the ejac-
ulate size of rivals. In blue crabs, if the first male’s
ejaculate limits the ejaculate that rival males pass to non-
virgins as compared with virgins by occupying space
within the spermathecae, then a larger ejaculate would
be more effective. However, larger ejaculates may re-
quire longer post-copulatory associations before they
harden. Male blue crabs also stayed longer when the risk
of sperm competition was higher, suggesting that larger
ejaculates do indeed require more time to become an
effective sperm plug.

This paper is the first to show that sperm competition
may occur in blue crabs. The results suggest that females
can remate, that the size of each male’s ejaculate in the
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female may influence the number of eggs each male
fertilizes and that males remain with females longer and
pass larger ejaculates under greater risk of sperm com-
petition. The post-copulatory association protects fe-
males from both predators and other males and the
experiments identified how long of an association may
be needed for each function. Association durations of 72
h or less protect the female from predators and other
males but longer associations function primarily to
prevent sperm competition.

Acknowledgements This research was conducted in partial fulfill-
ment of the requirements for a doctoral dissertation submitted to
the Department of Zoology, University of Maryland at College
Park. I wish to thank my thesis advisors, Gerald Borgia and Anson
Hines, for their support and numerous critical readings of earlier
drafts. I also thank the members of my dissertation committee;
Robert Denno, Marjorie Reaka-Kudla, Barbara Thorne, and
Gerald Wilkinson, as well as John Alcock and two anonymous
reviewers for their insightful and constructive comments. Financial
support was provided by a Smithsonian Predoctoral Fellowship,
the Chesapeake Bay Foundation, Sigma Xi Grants-in-Aid, and the
Lerner Gray Fund. A Smithsonian Marine Station Postdoctoral
Fellowship provided support during the writing of this paper.
J. Boughman, L. Cornwell, K. Clark, M. Clark, M. Kramer,
S. Lance, P. Lorch, L. Nye, K. Ruffin, T. Steelman and J. Terwin
all provided assistance. Smithsonian Marine Station Publication
No. 422.

References

Arngvist G (1988) Mate guarding and sperm displacement in the
water strider Gerris lateralis Schumm (Heteroptera: Gerridae).
Freshwater Biol 19:269-274

Baker RR, Bellis MA (1989) Number of sperm in human ejaculates
varies in accordance with sperm competition theory. Anim
Behav 37:867-869

Baker RR, Bellis MA (1993) Human sperm competition: ejaculate
adjustment by males and the function of masturbation. Anim
Behav 46:861-885

Baker MA, Bellis RR, Gage MJ (1990) Variation in rat ejaculates
consistent with the kamikaze-sperm hypothesis. J Mammal
71:479-480

Barker DM (1994) Copulatory plugs and paternity assurance in the
nematode Caernorhabditis elegans. Anim Behav 48:147-156

Bauer RT (1986) Phylogenetic trends in sperm transfer and storage
complexity in decapod crustaceans. J Crust Biol 6:313-325

Bawab FM, El-Sherief SS (1989) Contributions to the study of the
origin, nature and formation of the plug in the spermathecae of
the female crab Portunus pelagicus (Linnaeus, 1766) (Decapoda,
Brachyura). Crustaceana 57:9-24

Bigford TE (1979) Synopsis of biological data on the rock crab,
Cancer irroratus Say. (Technical report NMFS, circular 426).
National Oceanic and Atmospheric Administration, Washington
DC

Brockmann HJ (1990) Mating behavior of horseshoe crabs,
Limulus polyphemus. Behaviour 114:206-220

Christy JH (1987) Competitive mating, mate choice and mating
associations of brachyuran crabs. Bull Mar Sci 41:177-191

Darwin C (1871) The descent of man and selection in relation to
sex. Appleton, New York

Diesel R (1988) Discrete storage of multiple mating sperm in the
spider crab Inachus phalangium. Naturwissenschaften 75:148—
149

Diesel R (1990) Sperm competition and reproductive success in the
decapod Inachus phalangium (Majidae): a male ghost spider
crab that seals off rival’s sperm. J Zool Lond 220:213-223



184

Diesel R (1991) Sperm competition and the evolution of mating
behavior in Brachyura, with special reference to spider crabs
(Decapoda, Majidae). In: Bauer R, Martin JW (ed) Crustacean
sexual biology. Columbia University Press, New York, pp 145-
163

Dittel Al, Hines AH, Ruiz GM, Ruffin KK (1995) Effects of
shallow-water refuge on behavior and density-dependent mor-
tality of juvenile blue crabs in Chesapeake Bay. Bull Mar Sci
57:673-702

Drach P (1939) Mue et cycle d’intermue chez les crustaces decap-
odes. Ann Inst Oceanogr 19:103-391

Eady P (1994) Sperm transfer and storage in relation to sperm
competition in Callosobruchus maculatus. Behav Ecol Sociobiol
35:123-129

Eberhard WG (1979) The function of horns in Podischnus agenor
(Dynastinae) and other beetles. In: Blum MS, Blum NA (ed)
Sexual selection and reproductive competition in insects. Aca-
demic Press, New York, pp 231-258

Elner RW, Gass CA, Campbell A (1980) Mating behavior of the
jonah crab, Cancer borealis Stimpson (Decapoda, Brachyura).
Crustaceana 48:34-38

Gage MJG (1991) Risk of sperm competition directly affects ejacu-
late size in the Mediterranean fruit fly. Anim Behav42:1036-1037

Gleeson RA (1980) Pheromone communication in the reproductive
behavior of the blue crab, Callinectes sapidus. Mar Behav
Physiol 7:119-134

Gromko MH, Newport ME, Kortier MG (1984) Sperm depen-
dence of female receptivity to remating in Drosophila me-
lanogaster. Evolution 38:1273-1282

Gwynne DT (1989) Does copulation increase the risk of predation?
Trends Ecol Evol 4:54-56

Hartnoll RG (1968) Morphology of the genital ducts in female
crabs. J Linn Soc Lond 47:279-301

Hartnoll RG (1969) Mating in the Brachyura. Crustaceana 16: 162—
181

Henmi Y, Koga T, Murai M (1993) Mating behavior of the sand
bubbler crab Scopimera globosa. J Crust Biol 13:736-744

Hines AH, Ruiz GM (1995) Temporal variation in juvenile blue
crab mortality: nearshore shallows and cannibalism in Chesa-
peake Bay. Bull Mar Sci 57:635-672

Hines AH, Lipcius RN, Haddon AM (1987) Population dynamics
and habitat partitioning by size, sex, and molt stage of blue
crabs Callinectes sapidus in a subestuary of central Chesapeake
Bay. Mar Ecol Prog Ser 36:55-64

Huntingford FA, Taylor AC, Smith IP, Thorpe KE (1995) Be-
havioural and physiological studies of aggression in swimming
crabs. J Exp Mar Biol Ecol 193:21-39

Jivoff P (1995) The role of mate guarding, male size and male
investment on individual reproductive success in the blue crab,
Callinectes sapidus. PhD dissertation, University of Maryland
at College Park

Johnson PT (1980) Histology of the blue crab (Callinectes sapidus):
A model for the Decapoda. Praeger, New York

Koga T, Henmi Y, Murai M (1993) Sperm competition and the
assurance of underground copulation in the sand-bubbler crab
Scopimera globosa (Brachyura: Ocypodidae). J Crust Biol
13:134-138

Laughlin RA (1982) Feeding habits of the blue crab, Callinectes
sapidus Rathbun, in the Apalachicola estuary, Florida. Bull
Mar Sci 32:807-822

LeBoeuf BJ (1974) Male-male competition and reproductive suc-
cess in elephant seals. Am Zool 14:163-176

Madsen T, Shine R, Loman J, Hakansson T (1993) Determinants
of mating success in male adders, Vipera berus. Anim Behav
45:491-499

Magnhagen C (1991) Predation risk as a cost of reproduction.
Trends Ecol Evol 6:183-185

Mansour RA (1992). Foraging ecology of the blue crab, Callinectes
sapidus Rathbun, in lower Chesapeake Bay. PhD dissertation,
College of William and Mary, Virginia Institute of Marine
Science

Murai M, Goshima S, Henmi Y (1987) Analysis of the mating
system of the fiddler crab, Uca lactea. Anim Behav 35: 1334-
1342

Parker GA (1970a) Sperm competition and its evolutionary con-
sequences in the insects. Biol Rev 45:525-567

Parker GA (1970b) Sperm competition and its evolutionary effect
on copula duration in the fly Scatophaga stercoraria. J Insect
Physiol 16:1301-1328

Parker GA (1978) Searching for mates. In: Krebs JR, Davies NB
(ed) Behavioural ecology: an evolutionary approach. Sinauer,
Sunderland, pp 214-244

Parker GA (1984) Sperm competition and the evolution of animal
mating strategies. In: Smith RL (ed) Sperm competition and the
evolution of animal mating systems. Academic Press, New
York, pp 2-55

Paul AJ (1984) Mating frequency and viability of stored sperm in
the tanner crab Chionoecetes bairdi (Decapoda, Majidae). J
Crust Biol 4:205-211

Paul AJ, Paul JM (1992) Second clutch viability of Chionoecetes
bairdi Rathbun (decapoda, Majidae) inseminated only at the
maturity molt. J Crust Biol 12:438-441

Ridley M (1988) Mating frequency and fecundity in insects. Biol
Rev 63:509-549

Ryer CH, van Montfrans J, Orth RJ (1990) Utilization of a sea-
grass meadow and tidal marsh creek by blue crabs Callinectes
sapidus. 11. Spatial and temporal patterns of molting. Bull Mar
Sci 46:95-104

Sainte-Marie B (1993) Reproductive cycle and fecundity of prim-
iparous and multiparous female snow crab, Chionoecetes opilio,
in the Northwest Gulf of Saint Lawrence. Can J Fish Aquat Sci
50:2147-2156

Salmon M (1983) Courtship, mating systems, and sexual selection
in decapods. In: Rebach S, Dunham DW (ed) Studies in ad-
aptation: the behavior of higher Crustacea. Wiley, New York,
pp 143-169

Shirley MA, Hines AH, Wolcott TG (1990) Adaptive significance
of habitat selection by molting adult blue crabs Callinectes
sapidus (Rathbun) within a subestuary of central Chesapeake
Bay. J Exp Mar Biol Ecol 140:107-119

Simmons LW (1988) The contribution of multiple mating and
spermatophore consumption to the lifetime reproductive suc-
cess of female field crickets (Gryllus bimaculatus). Ecol Entomol
13:57-69

Sivinski J (1983) Predation and sperm competition in the evolution
of coupling durations, particularly in the stick insect Diaphe-
romera veliei. In: Gwynne DT, Morris GK (ed) Orthopteran
mating systems, sexual competition in a diverse group of in-
sects. Westview, Boulder, pp 147-162

Smith IP, Huntingford FA, Atkinson RJA, Taylor AC (1994)
Strategic decisions during agonistic behaviour in the velvet
swimming crab, Necora puber. Anim Behav 47:885-894

Smith LD (1992) The impact of limb autotomy on mate competi-
tion in blue crabs, Callinectes sapidus Rathbun. Oecologia
89:494-501

Smith RL (1984) Sperm competition and the evolution of animal
mating systems. Academic Press, New York

Sokal RR, Rohlf FJ (1981) Biometry. Freeman, New York

Svard L, Wiklund C (1989) Mass and production rate of ejaculates
in relation to monandry/polyandry in butterflies. Behav Ecol
Sociobiol 24:395-402

SYSTAT (1992) SYSTAT: statistics. SYSTAT, Evanston

Van Engel WA (1958) The blue crab and its fishery in Chesapeake
Bay: reproduction, early development, growth and migration.
Comm Fish Rev 20:6-16

Van Engel WA (1990) Development of the reproductively func-
tional form in the male blue crab, Callinectes sapidus. Bull Mar
Sci 46:13-22

Vigh DA, Dendinger JE (1982) Temporal relationships of postmolt
deposition of calcium, magnesium, chitin and protein in the
cuticle of the atlantic blue crab, Callinectes sapidus Rathbun.
Comp Biochem Physiol 72A:365-369



185

Waage JK (1986) Evidence for widespread sperm displacement Wenner EL (1989) Incidence of insemination in female blue crabs,

ability among Zygoptera (Odonata) and the means for pre- Callinectes sapidus. J Crust Biol 9:587-594

dicting its presence. Biol J Linn Soc 28:285-300 Wilber DH (1989) The influence of sexual selection and predation
Waddy SL, Aiken DE (1990) Intermolt insemination, an alterna- on the mating and post-copulatory guarding behavior of stone

tive mating strategy for the American lobster (Homarus crabs (Xanthidae, Menippe). Behav Ecol Sociobiol 24:445-451

americanus). Can J Fish Aquat Sci 47:2402-2406
Watson PJ (1990) Female-enhanced male competition determines
the first male and principal sire in the spider Linyphia litigiosa .
(Linyphiidae). Behav Ecol Sociobiol 26:77-90 Communicated by J. Alcock



