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Abstract Several groups of vertebrate taxa, including
shorebirds, are unusual in that they produce a fixed
number of offspring. The aim of this study was to ex-
amine whether the incubation capacity of western
sandpipers (Calidris mauri) and semipalmated sandpip-
ers (C. pusilla) limits their maximum clutch size to four
eggs. Experimental enlargement of clutch size had no
effect on rates of nest abandonment, nest attendance or
loss of body mass by incubating sandpipers. The dura-
tion of incubation was significantly longer for enlarged
five-egg nests, and there were trends towards increased
partial clutch loss and asynchrony at hatch, but overall
hatching success was unaffected by experimental egg
number. I conclude that small, calidrine sandpipers with
biparental care are able to compensate for an additional
egg in an enlarged nestbowl, despite the constraints of
conically shaped eggs and two brood patches. Possibly,
shorebirds do not lay more than a fixed clutch size of
four eggs because selection on factors acting during egg
production or brood-rearing is more important in reg-
ulating offspring number.

Key words Invariant offspring number · Clutch size ·
Incubation capacity · Calidris sandpipers

Introduction

The factors that regulate offspring number are a central
issue in the theory of life-history evolution (Godfray
et al. 1991, Stearns 1992). Research on this topic has
often been aimed at explaining intraspecific variation in
offspring number (e.g. the individual optimization hy-
pothesis, Pettifor 1993a,b). However, there are many

groups of vertebrate taxa that show little variation in
reproductive output, and produce a fixed number of
offspring in each breeding attempt. This tactic occurs in
reptiles (Anolinae, 1 egg, Shine and Greer 1991;
Gekkonidae, 2 eggs, Vitt 1986), birds (Alcidae, 1 egg,
Ydenberg 1989; Trochilidae, 2 eggs, Johnsgard 1983;
Columbidae, 2 eggs, Westmoreland and Best 1987;
Laridae, 3 eggs, Reid 1987), and mammals (many
groups 1 young, Tuomi 1980; Read and Harvey 1989).
An invariant clutch or litter size is usually associated
with low mean fecundity (Shine and Greer 1991) and
large offspring (Elgar and Heaphy 1989; Read and
Harvey 1989).

Two hypotheses that have been proposed to explain
evolution of clutch and litter size are: (1) energetic de-
mands on females during egg-laying or gestation may
influence the number of offspring they can produce, or
(2) offspring number may be adapted to parental ex-
penditures during care of eggs or dependent progeny.
Parental ability during either part of the reproductive
cycle may act as a proximate constraint that limits clutch
or brood size, and possibly to an invariant number of
offspring. Selection on parental ability may also play an
ultimate role in determination of optimal offspring
number, particularly if the fitness consequences of pro-
ducing or raising additional young are unprofitable.

In animals with altricial young, provisioning young
with food after hatch (birds, Murphy and Haujioka
1986; Bryant and Tatner 1988) or parturition (lactation
in mammals, Kenagy et al. 1990; Sikes 1995) is generally
thought to be the stage of reproduction with the greatest
energetic cost. Energetic constraints may be less com-
mon at the brood-rearing stage in taxa with precocial
young (but see Safriel 1975; Walters 1984) because most
forms of parental care are nondepreciable (i.e. the total
benefit is distributed equally among the young, Lazarus
and Inglis 1986; Schindler and Lamprecht 1987), and
because parental effort shows little increase with brood
size (Lazarus and Inglis 1978; Lessells 1987; Schindler
and Lamprecht 1987; Seddon and Nudds 1994; Williams
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et al. 1994; but see Walters 1982). Mode of development
affects the duration of incubation (Rahn and Ar 1974;
Nol 1986), and parental expenditures during this period
may have influenced the evolution of avian clutch size
(Klomp 1970; Winkler and Walters 1983; Murphy and
Haukioja 1986; Godfray et al. 1991; Rohwer 1992). The
energetic cost of incubation can be high in birds
(Piersma and Morrison 1994), and increases with egg
number (Biebach 1981; Haftorn and Reinertsen 1985;
Moreno and Carlson 1989; Moreno et al. 1991; Erikstad
and Tveraa 1995).

Shorebirds (infraorder Charadriides, excluding La-
roidea) occur in a wide variety of habitats and show a
diverse range of mating systems and parental care
(Pitelka et al. 1974; Erckmann 1983; Lenington 1984;
Székely and Reynolds 1995), yet almost all species lay a
modal clutch size of four eggs (Maclean 1972). Shore-
birds differ from most vertebrate taxa that lay a fixed
clutch size because they produce more than the usual 1–
3 eggs (see also Wiebe and Bortolotti 1993), and be-
cause they have precocial young that are nidifugous and
self-feeding. The ability of parent(s) to incubate eggs is
commonly suggested as a possible constraint on shore-
bird clutch size (Miller 1979; Hills 1980; Winkler and
Walters 1983; Reid 1987; Wiebe and Bortolotti 1993;
Erikstad and Tveraa 1995). Shorebird eggs are more
conical in shape than the eggs of other birds (Hoyt
1979; Andersson 1978), which may be an adaption for
thermal efficiency. Increased surface contact among
pyriform eggs may act to reduce heat loss during in-
cubation (Norton 1970, cited in Drent 1975; Andersson
1978; Miller 1979). The brood patch area of the incu-
bating parents may also be important (Andersson 1976;
Wiebe and Bortolotti 1993). Shorebirds usually develop
two lateral brood patches, and cover two eggs with each
oval patch. Experimentally enlarged clutches usually
have higher rates of failure in birds that lay a fixed
number of eggs, possibly because the number of eggs
per brood patch is more easily disrupted than in birds
that lay a variable clutch size (Wiebe and Bortolotti
1993).

I manipulated egg number in western sandpipers
(Calidris mauri) and semipalmated sandpipers (C. pu-
silla) to test whether incubation ability acts as a con-
straint on shorebird clutch size. Adjustments of egg
number may affect parental behaviour and/or the success
of their eggs (Hochachka 1992), and I considered both
possible effects. I predicted that if experimental clutches
are more energetically costly to incubate, parents might
show increased nest abandonment (Delehanty and Oring
1993), reduced nest attendance (Jones 1987) or greater
loss of body mass (Kålås and Løfaldi 1987; Moreno and
Carlson 1989). If parents are unable to cover an enlarged
clutch with their brood patches, they might attract pre-
dators by rising and settling more often (cf. Beer 1965;
Baerends et al. 1970). Similarly, uneven incubation of
experimental clutches may result in an extended incu-
bation period (Coleman and Whittall 1988; Smith 1989),
increased hatching asynchrony (Reid 1987; Moreno and

Carlson 1989) or may reduce hatching success by caus-
ing embryo mortality (Hills 1980, 1983).

Materials and methods

This study of western and semipalmated sandpipers was conducted
at a site 21 km east of Nome, Alaska (64°20′N, 164°56′W) during
the summers of 1993–1995. The 4-km2 study area contains shallow
tundra ponds interspersed with low, dry ridges where the two
species breed in sympatry. The two sandpipers are probably not
sibling species (Baker 1992; Székely and Reynolds 1995) but share
relevant features of their breeding biology: both are small, male-
territorial shorebirds that form monogamous pairs (Gratto-Trevor
1992; Wilson 1994). The female lays the clutch in a shallow ground-
nest, and the sexes share incubation duties. Clutch size is usually
four eggs. Females may renest if the first nest is depredated, but
only one brood is produced per year. The two species are easily
distinguished during the breeding season by features of their
plumage and by their vocalizations.

To find nests, field workers walked the tundra and observed
sandpiper behaviour. Birds attending a nest often flushed from
short distances and attempted to use distraction displays to lead the
observer away. If the clutch was not found immediately after the
parent flushed, the bird was observed from a distance until it re-
turned to the nest. Nests were marked with a line of small sticks
and a short stake about 10 m from the nestcup.

Nests were visited daily during laying, irregularly throughout
incubation and then daily close to the expected hatch date. The
number of eggs was recorded on every visit. If a nest contained
fewer than four eggs when first found, it was revisited until clutch
size remained unchanged for 3 days. If the nest contained four
eggs when found, the eggs were floated in a small cup of warm
water and egg buoyancy was used to estimate stage of incubation
(Nol and Blokpoel 1983; Alberico 1995; B.K. Sandercock, un-
published work). Dates of clutch initiation and completion of
laying were determined from egg-laying schedules, or by back-
dating from the estimated stage of incubation. Length of incu-
bation was measured from the date of clutch completion to the
date of hatch.

A single protocol was used to create experimental clutches in
both western and semipalmated sandpipers. Clutches of three and
five eggs were created by exchanging one egg between randomly
chosen pairs of four-egg clutches, usually during the first 1–4 days
of incubation. The nestcup of addition clutches was enlarged by
pressing on the sides of the nest cup to accommodate the fifth egg.
Each egg moved to a different nest was marked with a felt pen to
distinguish it from the host clutch. Control nests were not treated
with sham exchanges because it was necessary to retain a sample of
unmanipulated nests for baseline reproductive information. One
egg was broken during handling in a few clutches; these nests were
included in the removal treatment.

It was difficult to match clutches of similar age because esti-
mates of stage of incubation based on egg buoyancy were some-
what imprecise (± 2 day, B.K. Sandercock unpublished work). If
the experimental egg hatched earlier than the host clutch, the
parents might have abandoned the rest of clutch to lead the early
hatching chick away from the nest (see Reid 1987; Robertson et al.
1995). To avoid this potential problem, experimental eggs were
moved from newer nests to older nests. My experiment tests the
effect of an additional egg on the success of the host clutch, but the
results also have implications for whether parents can successfully
incubate five eggs.

Incubating sandpipers were captured with walk-in traps placed
over the nest. I attempted to capture both parents on every nest,
and each bird was individually marked with combinations of col-
oured leg bands and a numbered metal band. Birds were trapped
twice during incubation, usually 10–14 days apart. A rate of mass
change was calculated by dividing the difference in body mass by
the number of days elapsed between the two captures.
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Western sandpipers were sexed by culmen length (mal-
es < 24.5 mm, females > 24.5 mm, Page and Fearis 1971; Cartar
1984), but semipalmated sandpipers could not be reliably sexed by
external morphology. In both species, I considered the larger of the
two parents on a nest to be the female. A few semipalmated
sandpipers were probably sexed incorrectly because individuals
that paired with different birds in separate years occasionally had
one larger and one smaller mate (4/32 possible cases). Nonetheless,
independent criteria indicate this approach is generally accurate for
this species (Sandercock and Gratto-Trevor 1997; B.K. Sandercock
unpublished work).

In nest visits during incubation, field workers recorded whether
a bird was attending the nest, and identified the parent by its colour
bands. If no parent was on the nest, the observer touched the eggs
with their lips to determine whether they were cold and the nest was
unattended. If the eggs were warm, I assumed the parent had been
incubating but had flushed while the observer was distant. Total
nest attendance was calculated as the proportion of all nest visits
that a bird was or had been on the nest. Relative nest attendance by
males was calculated as the proportion of nest visits where a parent
was identified and it was the male.

Nest fates were defined as one of four possible outcomes: (1)
abandoned: eggs left pointing out by an observer were not rotated
back into the nest for more than a week, and were consistently cold;
(2) depredated (total nest failure): the eggs disappeared before the
expected hatch date or there was signs of predator activity (fox
urine, smashed eggshells); (3) partial clutch loss: an egg disappeared
during incubation; or (4) successful: at least one chick was banded
and left the nest. Partial clutch loss may have been caused by
predators destroying eggs, but sandpipers will also remove any eggs
with mechanical damage from the nest (Sandercock 1996). In nest
visits prior to hatch, all eggs were inspected for tapping, starpips,
and holepips. The young were not handled until all of the viable
eggs had hatched and young were dry enough to be banded. The
day the young were banded was taken as the date of hatch. Eggs
left in the nestbowl were collected after the young had departed,
opened and examined for indications of embryo development.

If the nest survived until hatch, hatching success was calculated
as the percentage of eggs that hatched. Three sources contributed
to reduced hatching success: partial clutch loss during incubation,
abandoned eggs that failed to hatch and young that were unac-
counted for at hatch. The experimental egg in addition clutches
usually showed signs of hatching but failed because it was out of
synchrony with the host clutch; estimates of hatching success for
addition clutches were thus based on the four eggs of the host
clutch. Young may have been missing at hatch because early-
hatching chicks were moving off the nest. I was conservative in

calculating estimates of hatching success, and treated missing eggs
and young as dead.

Estimates of daily nest survival were calculated using the
Mayfield method (Mayfield 1975; Johnson 1979), and compared
with program CONTRAST (Hines and Sauer 1989). All other
statistics were calculated using standard procedures from SAS
(SAS Institute 1990). The tests were two-tailed and considered
significant at probability levels less than a � 0.05. Sample sizes
differ among some tests because complete information was not
available for every nest. Weather conditions and timing of laying
varied during this study (B.K. Sandercock, unpublished work), but
the three years were pooled in the analyses because the clutch size
manipulation had similar results in all years.

Results

The clutch size manipulation had a similar effect in
western and semipalmated sandpipers. There was no
significant difference among treatments in rates of nest
abandonment in either species, although western sand-
pipers deserted several of the experimental three-egg
nests (Table 1). Four of five abandoned western sand-
piper nests in the removal treatment were deserted im-
mediately after the experimental egg was moved to
another nest, but the rest were attended by the parents
for several days before they left. Abandoned nests were
not included in further analyses. Total nest attendance
remained high (> 98% of all nest visits) in all of the three
treatments. The relative contribution of each of the sexes
to incubation was unaffected by manipulated egg num-
ber, males were on the nest during 50–60% of all nest
visits (Table 1). Incubating female western sandpipers
lost significantly more body mass during incubation
than males, but loss of body mass was not affected by
manipulated egg number in either species (Table 1).

In both species, there were trends for increased par-
tial clutch loss in the addition treatment (Table 2). In
semipalmated sandpipers, there was a significant differ-
ence among treatments in daily loss rates (Table 2), but

Table 1 Rates of nest abandonment, male nest attendance and
mass loss of semipalmated sandpipers and western sandpipers in-
cubating removal (3 eggs), control (4 eggs) and addition (5 eggs)

clutches; sample size of nests appears in the right of each column,
means are given ± 2SE

Treatment Mass loss during incubation (g/day)

Nest abandonment Male nest attendance Females Males

Semipalmated sandpipers
Removal 0% 22 52% ± 14% 21 –0.05 ± 0.12 9 –0.09 ± 0.18 10
Control 2.1% 97 53% ± 8% 82 –0.03 ± 0.20 20 –0.01 ± 0.10 22
Addition 0% 20 55% ± 18% 14 –0.07 ± 0.14 8 0.04 ± 0.10 9
Statistics G2 � 1.46, P � 0.92 v2

2 � 0.10a, P � 0.95 Sex: F1,72 � 0.13, P � 0.72; Trt: F2,72 � 0.23, P � 0.80
Sex × Trt: F2,72 � 0.27, P � 0.76

Western sandpipers
Removal 16.1% 31 62% ± 10% 26 –0.08 ± 0.06 12 0.03 ± 0.08 13
Control 6.0% 83 55% ± 8% 78 0.02 ± 0.16 18 0.02 ± 0.10 22
Addition 0% 22 61% ± 12% 22 –0.15 ± 0.12 14 0.06 ± 0.08 15
Statistics G2 � 6.27, P � 0.28 v2

2 � 0.91a, P � 0.64 Sex: F1,88 � 5.31, P � 0.02; Trt: F2,88 � 0.63, P � 0.54
Sex × Trt: F2,88 � 1.80, P � 0.17

a Kruskal-Wallis test (v2 approximation)
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there was no difference between the addition and control
treatments in loss rate (v2

1 � 0.07, P � 0.80). The partial
clutch loss observed in this study was probably caused
by mechanical damage to the eggs rather than nest
predation. In three addition nests, parents were known
to have removed eggs that were broken during incuba-
tion. In most of the other cases (10/11 nests), only one
egg went missing during incubation. If the partial clutch
loss had been due to predation, the predator might be
expected to return and continue to remove eggs from the
nest. There was no evidence that birds incubating en-
larged clutches were able to recognize foreign eggs, all
eggs that went missing from the addition nests were eggs
of the host and not an egg experimentally added to the
clutch. The egg losses in this study were mainly due to
total nest failure where a predator destroyed all of the
eggs. There was no difference among treatments in the
rate of nest loss, whether it was calculated as the per-
centage of nests destroyed or as a daily mortality rate
(Table 2).

The presence of an additional egg had a significant
effect on the length of incubation, extending the duration

by about one day in both sandpiper species (Table 3).
There was increased asynchrony at hatch and a slight
reduction in the hatching success of five-egg addition
nests, but in neither case was the trend significant
(Table 3). In the sample of addition nests, 7/15 pairs of
western sandpipers and 3/8 pairs of semipalmated
sandpipers hatched all four of their own eggs despite
having a fifth egg for 12–19 and 17–18 days of incuba-
tion, respectively. There were also several addition nests
that were depredated after the eggs had started to hatch
but before young could be banded. These clutches
showed the same result, all four of the host eggs showing
signs of hatching in 2/2 western sandpiper and 3/5
semipalmated sandpiper nests.

There was no difference between treatments in the
embryonic development of eggs that failed at hatching
and were abandoned in the nest (western sandpipers
G � 5.16, P � 0.40; semipalmated sandpipers G � 0.38,
P > 0.99). In the western sandpiper removal and control
clutches (pooled), four failed eggs had no visible devel-
opment, nine had small embryos, and seven had well-
developed embryos; the addition treatment had zero, six

Table 2 Partial clutch loss and total nest failure of semipalmated sandpipers and western sandpipers incubating removal (3 eggs), control
(4 eggs) and addition (5 eggs) clutches; sample size of nests appears in the right of each column; means are given ± 2SE

Treatment Partial clutch loss Total nest failure

Percentage of
nests with losses

Daily loss rate
from the Mayfield method

Percentage of
nests depredated

Daily mortality rate
from the Mayfield method

Semipalmated sandpipers
Removal 0% 22 0 22 40.9% 22 0.026 ± 0.017 22
Control 4.2% 95 0.005 ± 0.004 94 50.5% 95 0.044 ± 0.012 94
Addition 10.0% 20 0.005 ± 0.007 18 50.0% 20 0.032 ± 0.021 18
Statistics G2 � 3.07, P � 0.69 v2

2 � 6.02a, P � 0.049 G2 � 0.68, P � 0.98 v2
2 � 3.20a, P � 0.20

Western sandpipers
Removal 3.8% 26 0.002 ± 0.004 26 30.8% 26 0.017 ± 0.012 26
Control 1.3% 78 0.001 ± 0.002 78 42.3% 78 0.033 ± 0.011 78
Addition 13.6% 22 0.007 ± 0.008 22 31.8% 22 0.016 ± 0.012 22
Statistics G2 � 5.39, P � 0.37 v2

2 � 2.18a, P � 0.34 G2 � 1.56, P � 0.91 v2
2 � 5.44a, P � 0.07

a Mortality estimates compared with program CONTRAST (Hines and Sauer 1989)

Table 3 Length of incubation,
duration of hatch and hatch
ability of semipalmated sandpi-
pers and western sandpipers
incubating removal (3 eggs),
control (4 eggs) and addition
(5 eggs) clutches; sample size
of nests appears in the right
of each column; means are
given ± 2SE

Treatment
Length of
incubation (days)

Duration of
hatch (hours)a

Hatchabilityb

Semipalmated sandpipers
Removal 19.9 ± 0.6 13 47.3 ± 29.2 5 86% ± 12% 13
Control 20.0 ± 0.5 31 48.6 ± 9.8 25 89% ± 6% 47
Addition 21.3 ± 0.5 10 70.1 ± 35.8 5 81% ± 12% 8
Statistics F2,51 � 3.98, P � 0.02 F2,32 � 1.29, P � 0.29 v2

2 � 2.17c, P � 0.34

Western sandpipers
Removal 20.9 ± 0.7 18 40.6 ± 11.5 6 91% ± 8% 18
Control 20.8 ± 0.3 30 57.2 ± 11.1 26 91% ± 4% 45
Addition 22.1 ± 0.8 15 77.5 ± 30.6 8 80% ± 12% 15
Statistics F2,60 � 5.75, P � 0.005 F2,37 � 2.63, P � 0.09 v2

2 � 3.01c, P � 0.22

a Time taken by chicks to emerge from eggs that were starpipped
b Hatchability in the addition treatment was based on the four host eggs
c Kruskal-Wallis test (v2 approximation)
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and eight eggs, respectively. A similar pattern was ob-
served in semipalmated sandpipers (removal and control
3, 8 and 3 eggs; addition 2, 3 and 2 eggs).

Discussion

Costs of incubation in calidrine sandpipers

This study provides little support for the notion that egg
shape (Norton 1970, cited in Drent 1975; Andersson
1978; Miller 1979) and brood patch area (Andersson
1976, Wiebe and Bortolotti 1993) limit the ability of
western or semipalmated sandpipers to incubate more
than the normal clutch size of four eggs. Anecdotal ev-
idence has suggested that these factors might be im-
portant. Sandpipers rotate eggs displaced by an observer
so that the narrow ends of the eggs are in the centre of
the nest (personal observations). Moreover, the few
atypical shorebirds that regularly lay three instead of
four eggs usually produce eggs that are more oval in
shape (e.g. dotterel Charadrius morinellus, Nethersole-
Thompson 1973; Kentish plovers C. alexandrinus,
T. Székely personal communication; black oystercatch-
ers Haematopus bachmani, Andres and Falxa 1995).

In this study, total nest attendance remained high and
the relative contribution of the sexes was the same for all
treatments. Hills (1983) found that western sandpipers
returning from incubation breaks took longer to settle on
five-egg clutches, but the rate of total nest failure was not
higher for experimental clutches in this study. Erckmann
(1981, p. 122) found that western sandpipers that were
forced to incubate alone lost body mass at 0.49 g/day
before deserting the nest. In contrast, the maximum rates
of mass loss (c. -0.15 g/day) of birds in this study (western
sandpipers mean body mass � 27.2 g, semipalmated
sandpipers mean body mass � 25.1 g) were much lower.
The 2–3 g lost during a 20- to 21-day incubation period
could potentially be replaced quickly (migrating western
and semipalmated sandpipers can increase body reserves
at rates of 1–2 g/day, R.W. Butler and D.B. Lank per-
sonal communication).

The increased desertion rate of reduced nests by
western sandpipers and other birds (Armstrong and
Robertson 1988; Winkler 1991) is probably not a func-
tion of their inability to incubate fewer eggs. Parents are
likely basing investment decisions on the relative value
of their current and future nesting attempts. Egg rem-
ovals may reduce the value of their current nest relative
to the possible benefits of laying a renest of larger clutch
size (Winkler 1991), or of deferring breeding given that a
predator has detected the nest.

The increased length of incubation and asynchrony at
hatch is consistent with parents being unable to cover
the entire clutch with their brood patches. With a
maximum daily mortality rate of 0.05/day (Table 2),
however, an extra day of incubation would not have a
substantial effect on total nest failure. Moreover, despite
a longer incubation period, parents appeared able to

compensate for an extra egg because hatching success
was only reduced from 90% to 80%. Given that females
could have hatched a fifth egg if it had been in synchrony
with the rest of the nest, the minor incubation costs
observed in this study do not appear to outweigh the
potential 25% increase in reproductive output that fe-
males producing an extra egg would gain.

Hills (1980, 1983) conducted similar experiments with
calidrine sandpipers at Wales, Alaska but reported quite
different results. She found that fewer pairs were able to
hatch all of the viable eggs when incubating five instead
of four eggs (western sandpipers 0/10 vs. 23/26, semi-
palmated sandpipers 0/2 vs. 9/10, dunlin C. alpina 2/6 vs.
5/6), and that addition nests produced fewer young on
average than control nests (western sandpipers 2.6 vs.
3.9, semipalmated sandpipers 3.0 vs. 3.9, dunlin 3.0 vs.
3.8). The disparity between the two studies is intriguing
given that the identical species were considered in the
same part of their breeding range (Wales and Nome are
only 200 km apart in western Alaska).

Two methodological differences may account for the
differences we observed in hatching success. Hills (1983)
and other manipulative studies (Kålås and Løfaldi 1987;
Delehanty and Oring 1993) have used parboiled eggs to
create enlarged nests, but shorebird eggs with developing
embryos may be less costly to incubate because they lose
mass throughout incubation (Lank et al. 1985; Yalden
and Yalden 1989). Safriel (1980) suggested that semi-
palmated sandpipers are able to incubate extra eggs if
the nestcup is enlarged. Hills (1983) did not enlarge the
nestcup in her experimental nests, which produced egg
arrangements where one egg was usually segregated
from the rest of the clutch. A consequence of these
configurations was that embryo development showed
pronounced asynchrony in her five-egg clutches. Addi-
tion nests probably had higher hatching success in my
study because sandpipers were better able to adjust and
incubate five eggs in an enlarged nestcup. The cost of
building a larger nestcup would presumably be small in
western and semipalmated sandpipers; the males con-
struct many nestscrapes for the female to inspect during
courtship (Gratto-Trevor 1992, Wilson 1994).

Uniparental and biparental incubation in shorebirds

Several authors (Erckmann 1983; Lank et al. 1985) have
suggested that clutch size may have played a role in the
evolution of shorebird mating systems. In general, mate
desertion is favoured if one parent is able to successfully
incubate the clutch or raise the young (Beissinger 1986;
Székely and Reynolds 1995). If clutch size is fixed at four
eggs, females may increase their reproductive output by
laying multiple clutches, particularly if they are in a re-
source-rich environment. This scenario may have lead to
the evolution of such mating systems as double-clutch-
ing (e.g. Temminck’s stint Calidris temminckii, Hildén
1975) or polyandry (e.g. spotted sandpiper Actitis mac-
ularia, Lank et al. 1985).
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The costs of incubating an additional egg may differ
between shorebird species where only the female or male
tends the eggs and species with biparental care. Eggs are
relatively smaller in shorebirds with multiple-clutch
mating systems (Ross 1979; Sæther et al. 1986). How-
ever, shorebirds that are uniparental incubators also
maintain lower rates of total nest attendance than
biparental incubators (Erckmann 1981; Cartar and
Montgomerie 1985), which may limit their ability to
change foraging patterns to cope with increasing meta-
bolic costs of incubation.

Several studies have manipulated clutch size to in-
vestigate incubation costs in shorebirds, and two of these
have examined species that regularly lay three eggs
(dotterel, Kålås and Løfaldi 1987; Kentish plovers,
Székely et al. 1994). Enlargements of clutch size have a
detrimental effect on the behaviour of shorebirds that
are uniparental incubators. Extra eggs resulted in in-
creased nest abandonment by male Wilson’s phalaropes
(Phalaropus tricolor, Delehanty and Oring 1993) and
male dotterel reduced nest attendance after increased
loss of body mass (Kålås and Løfaldi 1987). Nonethe-
less, male spotted sandpipers and dotterel are able to
hatch all eggs in supranormal clutches (Bond 1950;
Kålås and Løfaldi 1987). Egg additions have less effect
on shorebirds with biparental care. Kentish plovers and
sandpipers are able to compensate for an additional egg
without changing nest attendance or losing body mass
(Székely et al. 1994, this study; but see Hills 1980, 1983).
Semipalmated sandpipers are able to incubate a four-egg
clutch mass that is 40% larger than normal (Safriel
1980). Moreover, clutch enlargements have no effect on
the hatching success of sandpipers (this study), Ameri-
can avocets (Recurvirostra americana, Shipley 1984; but
see Gibson 1971), Kentish plovers (Székely et al. 1994)
or spur-winged plovers (Vanellus spinosus, Yogev et al.
1996), although enlarged clutches may take 0.5–2 days
longer to hatch (this study; Székely et al. 1994; Yogev
et al. 1996).

The lower success of uniparental shorebirds with an
additional egg is consistent with the observation that
daily weather conditions also have a greater impact on
these species (e.g. female white-rumped sandpipers
C. fuscicollis, Cartar and Montgomerie 1985, 1987),
than on other arctic-breeding calidrine sandpipers where
both sexes incubate (Norton 1972, Erckmann 1981).
Further manipulations of clutch size in other shorebird
species would be useful in establishing the generality of
this observation.

Incubation in birds with a fixed or a variable clutch size

There is a general relationship between clutch size and
number of brood patches in birds: birds that lay a
variable number of eggs tend to have one large central
brood patch, whereas birds that lay a fixed number of
eggs usually have a discrete number of brood patches
(1–3) that match their clutch size (Reid 1987, Wiebe and

Bortolotti 1993). Wiebe and Bortolotti (1993) suggested
that number of brood patches may act as a constraint on
clutch size, but only in birds that lay a fixed number of
eggs, such as shorebirds.

Some experimental evidence supports this idea. In
birds that lay a variable clutch size, clutch enlargements
sometimes increase the length of incubation (Coleman
and Whittall 1988, Baltz and Thompson 1988; Moreno
and Carlson 1989; Smith 1989) but usually have no effect
on loss of body mass (Rohwer 1985; Jones 1987; Moreno
et al. 1991) or hatching success (Slagsvold 1982; Briskie
and Sealy 1989; Robertson et al. 1995, but see Klomp
1970; Moreno et al. 1991). The magnitude of manipula-
tion may affect the experimental outcome (Hochachka
1992) and several of these studies increased clutch size by
only one or two eggs (Slagsvold 1982, Baltz and
Thompson 1988), or created experimental nests within
the natural range of clutch size (Briskie and Sealy 1989).
Nonetheless, a few remarkable species that lay a variable
clutch size can successfully hatch almost twice as many
eggs as they lay in a normal clutch (American coots Fulica
americana, Frederickson 1969; female blue-winged teal
Anas discors, Rohwer 1985, 1992).

A few birds that lay a fixed number of eggs are unable
to cope with enlarged clutches. In larids (Coulter 1973;
Andersson 1976), albatrosses (Rice and Kenyon 1962)
and white-rumped swiftlets (Aerodramus spodiopygius,
Tarburton 1987), additional eggs are rolled from the
nest, buried or broken. However, it is more common
that birds which lay a fixed number of eggs are able to
successfully incubate more eggs than their normal clutch
size (e.g. gannets Sula bassana, Nelson 1964; mourning
doves Zenaida macoura, Westmoreland and Best 1987;
glaucous-winged gulls Larus glacescens, Reid 1987;
sandpipers, this study). The brood patch hypothesis of
Wiebe and Bortolotti (1993) seems weak because most
birds appear able to incubate additional eggs whether
they lay a variable or a fixed number of eggs.

The ability of birds to incubate eggs and
the Lack hypothesis

Studies that have examined the effect of natural or ma-
nipulated offspring have frequently shown that the most
common brood or litter size is smaller than the size
which produces the most recruits (the ‘‘Lack clutch
size’’, altricial birds: Klomp 1970; Martin 1987; Dijkstra
et al. 1990; VanderWerf 1992; mammals: Morris 1992).
The observation above that birds that lay a fixed clutch
size are sometimes able to incubate enlarged clutches is
analogous to this finding, and several of the criticisms
and adaptive explanations that have been used to ex-
plain the results of brood size manipulations may also
apply to this study.

The manipulative approach I used has been criticized
because females did not incur the additional costs of
laying the egg (Partridge 1989; Stearns 1992). Heany and
Monaghan (1995) have shown that these costs can have
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a significant effect on nest success in common terns
(Sterna hirundo). Similarly, parents may be able to hatch
or fledge additional young but if the young are of lower
quality they may not survive as well until recruitment
(Martin 1987; VanderWerf 1992; Pettifor 1993a).

Most of the adaptive explanations used to explain
deviations from the Lack clutch size (reviewed by Morris
1992; Stearns 1992) are aimed at explaining variation in
clutch size and are not appropriate for taxa with in-
variant or fixed reproductive output. I consider here two
hypotheses that may be relevant.

1. The cost of reproduction hypothesis (Partridge
1989; Hochachka 1992; Stearns 1992) suggests that four
eggs may be the optimal clutch size if there is a tradeoff
between fecundity and adult survival, even if the most
productive clutch size in sandpipers is greater than four
eggs. Survival is a difficult parameter to estimate
(Lebreton et al. 1992) and the small samples of most
experimental studies hamper detection of differences
among treatments (Pettifor 1993b; Graves 1991). The
sandpipers in this study might have suffered low post-
breeding survival if they incubated five eggs, yet it is
unclear why this would be the case if manipulated egg
number had no effect on rates of mass loss.

2. The bad-year hypothesis (Boyce and Perrins 1987)
suggests that sandpipers may lay clutches of less than
maximal clutch mass to hedge against greater failure in
bad years. Weather conditions in the arctic are partic-
ularly variable and occasionally harsh (Piersma and
Morrison 1994). The results of this study should be ro-
bust because the experiment had the same result in each
of 3 years, although an enlarged clutch may be more
detrimental in a year with particularly late snowmelt or
cold temperatures.

How does selection limit clutch size
in shorebirds and other precocial birds?

I have shown that the ability of parents to incubate does
not appear to act as a constraint on clutch size in two
biparental calidrine sandpipers. Alternately, selection on
parental investment during brood-rearing or egg pro-
duction may be more important in regulating clutch size.
Walters (1984) suggested that parental expenditures
during brood-rearing could be important but studies
that have manipulated brood size in precocial birds have
generally found that parents are able to raise additional
young (Rohwer 1985; Lessells 1986; Milonoff and Pa-
ananen 1993; Sandercock 1994). The study of Safriel
(1975) on semipalmated sandpipers is one notable ex-
ception; he found reduced survival in enlarged broods. If
sandpiper young are more dispersed in enlarged broods,
changes in feeding rates, predation risk, or the proba-
bility of getting lost may affect chick mortality (Safriel
1975; Walters 1984). These ideas have not been tested,
but Safriel’s results are consistent with the minor effect
that clutch enlargements had upon incubation costs in
this study.

Shorebirds lay relatively large eggs (clutch mass can
equal or exceed female body mass, Sæther et al. 1986),
but it is unclear whether costs of egg production limit
clutch size to four eggs. Some shorebirds are able to
produce up to five clutches in a breeding season (Lank et
al. 1985; Colwell and Oring 1988) but always with an
interval between each clutch (Hildén 1975; Lank et al.
1985; Breiehagen 1989), which the female may use to
feed and obtain resources for egg formation. Natural
clutches of more than four eggs have been observed in
many shorebirds (< 2% of all nests, Bond 1950, Hildén
1978; Shipley 1984; Colwell and Oring 1988; Lanctot
and Laredo 1994; but see Gratto-Trevor 1992), but in
some cases more than two females probably contributed
to the same nest (Giroux 1985; Wilson 1994).

Food addition studies usually affect only date of
laying (reviewed by Martin 1987; Daan et al. 1988;
Boutin 1990), but sometimes increase clutch size (Arcese
and Smith 1988; Carlson 1989), which indicates that
food availability acts as a constraint upon egg produc-
tion. In contrast, egg removals during laying can provide
evidence that resources available during egg production
do not constrain clutch size, particularly if females
produce supranormal clutches at normal egg-laying
rates in the same or different nests (indeterminate or
continuous egg-laying, Arnold 1992; Sandercock 1993).
A caution in such studies is that the extra eggs can be of
lower quality (Monaghan et al. 1995). Nonetheless,
some birds (e.g. northern flickers Colaptes auratus,
Eurasian wrynecks Jynx torquilla) that lay maximum
clutches of 8 and 12 eggs are able to lay up to 60–70 eggs
if eggs are removed during laying (references in Hay-
wood 1993). Several shorebirds are indeterminate egg-
layers (Haywood 1993, Székely et al. 1994; D. Schamel
unpublished work but see Yogev and Yom-Tov 1994),
but the costs of egg formation in calidrine sandpipers
remain unknown because eggs have not been removed
during laying in any species.

Evolution of an invariant clutch size in shorebirds

The constraints that could have limited the ability of
sandpipers to incubate in this study (egg shape, number
of brood patches, nest size) are all factors that have
likely coevolved with clutch size (Slagsvold 1982; Reid
1987), and leave us no closer to understanding the
conditions that have may have lead to the evolution of a
fixed clutch size in shorebirds or other vertebrate taxa.
Shorebirds laying four eggs, geckoes laying two eggs,
and anoline iguanids laying one egg are each ecologically
diverse lineages that inhabit a broad range of habitats
(Erckmann 1983; Shine and Greer 1991). It seems un-
likely that a fixed clutch size could be an adaptation to a
particular set of environmental conditions. Strong se-
lection for a fixed number of offspring during the evo-
lutionary history of these groups may have resulted in
canalization of this trait. An invariant clutch size may
have been retained, despite subsequent diversification,
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because of phylogenetic conservatism (Shine and Greer
1991).

In sandpipers, a fixed clutch size of four eggs appears
to be associated with a suite of life-history traits that are
adaptations for the time constraints imposed by long-
distance migration. Low reproductive output in shore-
birds is consistent with large eggs (Sæther et al. 1986)
and high survivorship (Evans and Pienkowski 1984;
Evans 1991; Sandercock and Gratto-Trevor 1997). A
small clutch requires less time to lay and incubate, which
minimizes exposure to predators (Clark and Wilson
1981), but also permits earlier departure from the
breeding grounds. Large, yolk-rich eggs (Sotherland and
Rahn 1987) produce fast-growing precocial young that
are deserted soon after hatch by the parents (Székely and
Reynolds 1995), and migrate south independently (But-
ler et al. 1987). If accurate, this evolutionary scenario
would predict that long-distance migration should be the
ancestral condition among shorebirds. In the future,
phylogenetic analysis (Chu 1994; Székely and Reynolds
1995) may be the best tool to test this hypothesis, and to
further investigate the evolutionary pathways that may
have led to a fixed clutch size of four eggs.

Acknowledgements I am grateful to S.A. Cullen, L. Imbeau,
N. Imbeault, R.S. Mulder, P.D. O’Hara, K.M. O’Reilly, C.A.
Schuppli, C. St.Pierre, S.A. Wyshynski and other colleagues who
worked hard to find sandpiper nests and catch birds during this
project. Sitnasauk Native Corporation kindly permitted access to
their land for this research. K. Bey, R.E. Gill Jr. (Alaska Science
Center, National Biological Service), R. Harris (National Parks
Service) and M. and C. Thomas were helpful in providing logistical
support. R.W. Butler, F. Cooke, D.B. Lank, T.D. Williams, and
two anonymous reviewers improved versions of the manuscript
with insightful comments. E.G. Cooch suggested program CON-
TRAST. I was supported by graduate fellowships and teaching
assistantships from Queen’s University and Simon Fraser Univer-
sity. Funding for this research was provided by the Canadian
Wildlife Service, the CWS/NSERC Wildlife Ecology Research
Chair, a Dean’s Grant for Doctoral Field Travel (Queen’s Uni-
versity), the Northern Studies Training Program, an NSERC Op-
erating Grant (to F. Cooke), and awards from the Frank M.
Chapman, John K. Cooper and Jennifer Robinson memorial funds.

References

Alberico JAR (1995) Floating eggs to estimate incubation stage
does not affect hatchability. Wildl Soc Bull 23:212–216

Andersson M (1976) Clutch size in the long-tailed skua Stercorarius
longicaudus: some field experiments. Ibis 118:586–588

Andersson M (1978) Optimal egg shape in waders. Ornis Fenn
55:105–109

Andres BA, Falxa GA (1995) Black oystercatcher (Haematopus
bachmani). In: Poole A, Gill F (eds) The birds of North
America. The Academy of Natural Sciences (The American
Ornithologist’s Union), Washington

Arcese P, Smith JMN (1988) Effects of population density and
supplemental food on reproduction in song sparrows. J Anim
Ecol 57:119–136

Armstrong AT, Robertson RJ (1988) Parental investment based on
clutch value: nest desertion in response to partial clutch loss in
dabbling ducks. Anim Behav 36:941–43

Arnold TW (1992) Continuous laying by American coots in re-
sponse to partial clutch removal and total clutch loss. Auk
109:407–421

Baerends GP, Drent DH, Glas P, Groenwald H (1970) An etho-
logical analysis of incubation behaviour in the herring gull.
Behav Suppl 17:135–235

Baker AJ (1992) Molecular genetics of Calidris, with special ref-
erence to knots. Wader Study Grp Bull 64 Suppl:29–35

Baltz ME, Thompson CF (1988) Successful incubation of experi-
mentally enlarged clutches by house wrens. Wilson Bull 100:70–
79

Beer CG (1965) Clutch size and incubation behavior in black-billed
gulls (Larus bulleri). Auk 82:1–18

Beissinger SR (1986) Demography, environmental uncertainty, and
the evolution of mate desertion in the snail kite. Ecology
67:1445–1459

Biebach H (1981) Energetic costs of incubation on different clutch
sizes in starlings (Sturnus vulgaris). Ardea 69:141–142

Bond J (1950) A large sandpiper clutch. Wilson Bull 62:93
Boutin S (1990) Food supplementation experiments with terrestrial

vertebrates: patterns, problems, and the future. Can J Zool
68:203–220

Boyce MS, Perrins CM (1987) Optimizing great tit clutch size in a
fluctuating environment. Ecology 68:142–153

Breiehagen T (1989) Nesting biology and mating system in an al-
pine population of Temminck’s stint Calidris temminckii. Ibis
131:389–402

Briskie JV, Sealy SG (1989) Determination of clutch size in the
least flycatcher. Auk 106:269–278

Bryant DM, Tatner P (1988) The costs of brood provisioning: ef-
fects of brood size and food supply. Proc Int Ornithol Congr
XIX:364–379

Butler RW, Kaiser GW, Smith GEJ (1987) Migration chronology,
length of stay, sex ratio, and weight of western sandpipers
Calidris mauri on the southern coast of British Columbia.
J Field Ornithol 58:103–111

Carlson A (1989) Courtship feeding and clutch size in red-backed
shrikes (Lanius collurio). Am Nat 133:454–457

Cartar RV (1984) A morphometric comparison of western and
semipalmated sandpipers. Wilson Bull 96:277–286

Cartar RV, Montgomerie RD (1985) The influence of weather on
the incubation scheduling of the white-rumped sandpiper
Calidris fuscicollis: a uniparental incubator in a cold environ-
ment. Behaviour 95:261–289

Cartar RV, Montgomerie RD (1987) Day-to-day variation in nest
attentiveness of white-rumped sandpipers. Condor 89:252–260

Chu PC (1994) Historical examination of delayed plumage matu-
ration in the shorebirds (Aves: Charadriiformes). Evolution
48:327–350

Clark AB, Wilson DS (1981) Avian breeding adaptations: hatching
asynchrony brood reduction and nest failure. Q Rev Biol
56:253–277

Coleman RM, Whittall RD (1988) Clutch size and the cost of in-
cubation in the Bengalese finch (Lonchura striata var. domes-
tica. Behav Ecol Sociobiol 23:367–372

Colwell MA, Oring LW (1988) Breeding biology of Wilson’s phala-
rope in southcentral Saskatchewan. Wilson Bull 100:567–582

Coulter MC (1973) Clutch size in the western gull. Ibis 115:474
Daan S, Dijkstra C, Drent R, Meijer T (1988) Food supply and the

annual timing of avian reproduction. Proc Int Ornithol Congr
XIX:392–407

Delehanty DJ, Oring LW (1993) Effect of clutch size on incubation
persistence in male Wilson’s phalaropes Phalaropus tricolor.
Auk 110:521–528

Dijkstra C, Bult A, Bijlsma S, Daan S, Meijer T, Zijlstra M (1990)
Brood size manipulations in the kestrel (Falco tinnunculus): ef-
fects on offspring and parent survival. J Anim Ecol 59:269–285

Drent R (1975) Incubation. In: Farner DS, King JR (eds) Avian
biology. Academic Press, New York, pp 333–420

Elgar MA, Heaphy LJ (1989) Covariation between clutch size, egg
weight and egg shape: comparative evidence for chelonians.
J Zool 219:137–152

Erckmann WJ (1981) The evolution of sex-role reversal and
monogamy in shorebirds. Thesis, University of Washington,
Seattle

57



Erckmann WJ (1983) The evolution of polyandry in shorebirds: an
evaluation of hypotheses. In: Wasser SK (eds) Social behavior
of female vertebrates. Academic Press, New York, pp 114–168

Erikstad KE, Tveraa T (1995) Does the cost of incubation set limits
to clutch size in common eiders Somateria mollissima? Oeco-
logia 103:270–274

Evans PR (1991) Seasonal and annual patterns of mortality in
migratory shorebirds: some conservation implications. In: Per-
rins CM, LeBreton J-D, Hirons GJM (eds) Bird population
studies. Oxford University Press, Oxford, pp 346–359

Evans PR, Pienkowski MW (1984) Population dynamics of
shorebirds. In: Burger J, Olla BL (eds) Behaviour of marine
animals: current perspectives in research. Plenum Press, New
York, pp 83- 123

Frederickson LH (1969) An experimental study of clutch size of the
American coot. Auk 86:541–550

Gibson F (1971) The breeding biology of the American avocet
(Recurvirostra americana) in central Oregon. Condor 73:444–
454

Giroux J-F (1985) Nest sites and superclutches of American avo-
cets on artificial islands. Can J Zool 63:1302–1305

Godfray HCJ, Partridge L, Harvey PH (1991) Clutch size. Annu
Rev Ecol 22:409–429

Gratto-Trevor CL (1992) Semipalmated sandpiper (Calidris
pusilla). In: Poole A, Stettenheim P, Gill F (eds) The birds of
North America. The Academy of Natural Sciences (The
American Ornithologist’s Union), Washington

Graves J (1991) Comments on the sample sizes used to test the
effect of experimental brood enlargement on adult survival. Auk
108:967–969

Haftorn S, Reinertsen RE (1985) The effect of temperature and
clutch size on the energetic cost of incubation in a free-living
blue tit (Parus caeruleus). Auk 102:470–478

Haywood S (1993) Sensory and hormonal control of clutch size in
birds. Q Rev Biol 68:33–60

Heaney V, Monaghan P (1995) A within-clutch trade-off between
egg production and rearing in birds. Proc R Soc Lond B
261:361–365

Hildén O (1975) Breeding system of Temminck’s stint Calidris
temminckii. Ornis Fenn 52:117–146

Hildén O (1978) Population dynamics in Temminck’s stint Calidris
temminckii. Oikos 30:17–28

Hills S (1980) Incubation capacity as a limiting factor of shorebird
clutch size. Am Zool 20:774

Hills S (1983) Incubation capacity as a limiting factor of shorebird
clutch size. MSc Thesis, University of Washington, Washington

Hines JE, Sauer JR (1989) Program CONTRAST: a general pro-
gram for the analysis of several survival or recovery rate esti-
mates (Technical report 24). Fish and Wildlife Service,
Washington

Hochachka W (1992) How much should reproduction cost? Behav
Ecol 3:42–52

Hoyt DF (1979) Practical methods of estimating volume and fresh
weight of bird eggs. Auk 96:73–77

Johnsgard PA (1983) The hummingbirds of North America.
Smithsonian Institution Press, Washington

Johnson DH (1979) Estimating nest success: the Mayfield method
and an alternative. Auk 96:651–661

Jones G (1987) Time and energy constraints during incubation in
free-living swallows (Hirundo rustica): an experimental study
using precision electronic balances. J Anim Ecol 56:229–245
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