
 

Functional 
Ecology

 

 2000 

 

14

 

, 675–684

 

© 2000 British 
Ecological Society

 

675

 

   Blackwell Science, Ltd

 

Trade-offs in phenotypic traits: endurance at birth, 
growth, survival, predation and susceptibility to 
parasitism in a lizard, 

 

Lacerta vivipara

 

J. CLOBERT,* A. OPPLIGER,† G. SORCI,* B. ERNANDE,* J. G. SWALLOW‡ 
and T. GARLAND JR‡

 

*

 

Laboratoire d’Ecologie, Université Pierre et Marie Curie and Ecole Normale Supérieure, Bâtiment A, case 
237, 7 quai Saint-Bernard, F-75252 Paris cedex 05, France,

 

 †

 

Zoologisches Museum, Universität Zürich, 
Winterthurerstrasse 190, CH-8057 Zürich, Switzerland, and 

 

‡

 

Department of Zoology, 430 Lincoln Drive, 
University of Wisconsin, Madison, Wisconsin 53706, USA

 

Summary

1.

 

Considerable within-population variability of locomotor performance traits has
been shown to exist in several species of squamate reptiles. In general, high values for
speed and endurance are thought to have positive effects on the ability to capture
prey, escape from predators, compete with conspecifics and acquire mates. On the
other hand, variation in performance might trade-off  with other components of
fitness such that the net effect on Darwinian fitness is unpredictable.

 

2.

 

Gravid females of the common lizard (

 

Lacerta vivipara

 

) were captured and several
phenotypic traits of their offspring measured immediately following birth. These were
endurance, body length and body mass. Offspring were marked for individual identi-
fication, released into the field, and correlations between the phenotypic traits and their
subsequent growth, activity and survival rate over the next months were then tested for.
Parasitism by hematozoa was monitored and predation risk by tail losses estimated.

 

3.

 

It was found that individuals with a low endurance at birth tended to have reduced
activity and growth rate, and higher parasite load; on the positive side, however, they
experienced lower predation risk as assessed by tail losses. Conversely, individuals with
a high endurance at birth had high activity and growth rates, low parasite load, but higher
incidence of broken tails. Finally, endurance at birth was not correlated with survivor-
ship up to the age of sexual maturity. Thus, individuals with varying locomotor endur

 

-

 

ance seem to exhibit behaviours that may result in the same level of Darwinian fitness.

 

4.

 

The possibility that our results reveal a trade-off between the risk of becoming infected
with parasites when lizards are less active (which is related to having lower endurance) 

 

vs

 

the risk of being predated when the lizards are more active (higher endurance) is discussed.
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Introduction

 

Natural populations typically show substantial indi-
vidual variation at the levels of both genotype and
phenotype. How this individual variation is maintained
has long been of interest to evolutionary biologists
(e.g. see Mitton 1997). It was suggested, among other
possibilities, that variation in organismal performance
abilities (

 

sensu

 

 Arnold 1983; Garland & Losos 1994)
might be maintained as a consequence of  negative
frequency-dependent selection (Alexander 1996) or
as a consequence of genetic or phenotypic trade-offs
with other components of life history (Pounds 1988;
Schluter, Price & Rowe 1991). For example, individuals

with high-performance abilities may be better able to
capture prey, escape from predators or establish social
dominance (e.g. see Garland, Hankins & Huey 1990;
Robson & Miles 2000). Those same individuals,
however, might have to pay the cost of sustaining a high
activity rate in terms of greater energy expenditure,
more social interactions (leading to higher production
of  corticosteroid hormones, Holst 1998), a greater
exposure to predation (Montgomerie & Weatherhead
1988), and/or a higher risk of parasitism (Oppliger,
Christie & Richner 1997). In such cases, individual
difference in locomotor performance abilities may not
lead to net differences in Darwinian fitness.

For historical reasons, the relationships between
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morphology, organismal performance abilities, beha-
viour and fitness have been particularly often studied
in squamate reptiles, especially lizards (Huey, Pianka
& Schoener 1983; Bennett & Huey 1990; Garland &
Losos 1994; Vitt & Pianka 1994). Locomotor capacities,
such as endurance (stamina) or maximal sprint running
speed, as measured under laboratory conditions, result
from the integration of behavioural, morphological
and physiological traits and are considered to be good
indicators of organismal performance abilities (e.g. on
lizards see Garland 1984, 1993; Garland & Else 1987;
Gleeson & Harrison 1988; Losos 1990; Miles 1994;
John-Alder 

 

et al

 

. 1996; Macrini & Irschick 1998; Bonine
& Garland 1999). Although measures of locomotor
performance are not life-history traits or fitness com-
ponents 

 

per se

 

 (

 

sensu

 

 Schluter 

 

et al

 

. 1991), they are
generally thought to be closer to fitness than are such
lower-level metric traits as body proportions, heart
rate or enzyme activities (see Arnold 1983; Garland
& Losos 1994). Nonetheless, only a few studies of
lizards have attempted to relate locomotor performance
to fitness components measured under field conditions,
and their results are contradictory (Miles 1989; Bennett
& Huey 1990; Jayne & Bennett 1990; D. Miles, personal
communication; R. B. Huey, personal communication).

We investigated the relationship between locomotor
performance and components of Darwinian fitness,
using the Common Lizard (

 

Lacerta vivipara

 

 Jacquin)
as a model system. This species has been the subject
of a long-term project in which several populations
have been monitored for many years, thus allowing
the gathering of longitudinal data (Clobert 

 

et al

 

. 1994).
Longitudinal data are particularly suited to investiga-
tion of the interactions between individual variation
in performance and fitness.

As a measure of locomotor performance, we recorded
endurance. This measure was chosen for several reasons.
First, as compared with other potential measures of
locomotor performance, such as speed or acceleration,
endurance seems more likely to correlate with activity
levels in nature, which was also investigated. Indeed,
interspecific variation in endurance measured on
a motorized treadmill (Garland 1994) correlates posit-
ively with measures of locomotor activity in the field
(Garland 1999), suggesting that endurance and beha-
viour are coadapted. Second, measurements of indi-
vidual differences in endurance are repeatable both
across days in the laboratory (see Sorci 

 

et al

 

. 1995 regard-
ing this population of 

 

Lacerta vivipara

 

) and across
longer time periods in the field for other species of
lizards (Van Berkum 

 

et al

 

. 1989; Huey 

 

et al

 

. 1990).
Third, several previous studies of lizards have shown
that individual differences in endurance are related to
underlying variation in morphological, physiological
and biochemical traits (e.g. Garland 1984; Garland &
Else 1987; review in Garland & Losos 1994). Fourth,
in 

 

Lacerta vivipara

 

 (Sorci 

 

et al

 

. 1995) and in other lizards
(Tsuji 

 

et al

 

. 1989), endurance shows within-family
resemblance and hence may be heritable. Thus, natural

or sexual selection acting on endurance could result
in evolutionary change.

To explore the consequences of  interindividual
variability in locomotor performance, endurance at
birth is first correlated to the level of activity displayed
by these individuals later in life. Activity levels may
have important effects on the frequency with which
an individual encounters conspecifics, predators, para-
sites or prey; hence, activity levels may themselves
be subject to selection. We then investigate whether
individual differences in endurance correlate with
differences in such fitness components as growth and
juvenile survival. Studies of variation in reptile life-
history traits and sensitivity analyses (Caswell 1989)
have shown that juvenile survival and age at maturity
(which is determined by body size and growth rate)
are the most important life-history traits determining
fitness in species with life-cycles similar to the Common
Lizard (Sorci, Clobert & Bélichon 1996a; Clobert,
Garland & Barbault 1998; Boudjemadi, Lecomte &
Clobert 1999). Finally, high endurance or activity rate
may trade-off with a low investment in predator avoid-
ance (such as vigilance or remaining near a refuge) or
resistance towards parasites, or may cause an indi-
vidual to be more prone to predation or to become
infected with parasites. Therefore, we also correlate
endurance at birth to risks of parasitism later in life and
to risks of predation, as assessed by tail loss. Taken
together, these analyses should help explain the main-
tenance of individual variation in endurance at birth.

 

Materials and methods

 

S P E C I E S

 

 

 

A N D

 

 

 

S T U D Y

 

 

 

S I T E

 

The Common Lizard (

 

Lacerta vivipara

 

) is a small (60 mm
adult snout–vent length) lacertid species inhabiting
peatbogs and heathlands (Castanet & Guyetant 1989).
Adult males emerge from hibernation in April, followed
by yearlings and adult females in early May. Mating
takes place as soon as females are active. Gestation lasts
2 months and, in late July or early August, females
lay on average five soft-shelled eggs (little or no calcium
is present in the shells): juveniles (20 mm of snout–vent
length) usually hatch within 1 h (Massot 

 

et al

 

. 1992).
The studied population (see Massot & Clobert 1995;
Sorci, Massot & Clobert 1994; for more details) is
situated on the Mont Lozère (1500 m elevation, Cévennes
National Park).

 

     

     

 

 

1

 

   

 

In July 1993 and 1994, 109 gravid females were captured
over 2 years from a natural population and kept in the
laboratory until parturition. Two days after parturition,
endurance of juveniles was measured by running them
on a motorized treadmill until apparent exhaustion
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(see Sorci 

 

et al

 

. 1995 for details) following standard
techniques (Garland 1984, 1993, 1994; Garland & Else
1987; Garland 

 

et al

 

. 1990). Lizards were motivated to
walk by light tapping on the tail with a small paint-
brush until the individuals stopped to move after 10
consecutive taps given within 5 s. A speed of 0·15 km h

 

–1

 

was chosen based on a comparison with other ecolo-
gically and morphologically similar species. Each
juvenile was tested once on each of two consecutive
days. We measured 275 juveniles in 1993 (Sorci 

 

et al

 

.
1995) and 325 juveniles in 1994 (mean endurance
7·78 min, SD 7·753; see Sorci 

 

et al

 

. 1995 for more
details). The repeatability of the trait was high (

 

r 

 

= 0·842,

 

P 

 

< 0·05, for double-log transformed data from 1993,

 

N

 

 = 251), thus demonstrating that it describes real
individual differences in performance ability (Sorci

 

et al

 

. 1995). The higher value of the two trials was
used as an estimate of the maximum endurance capa-
city of each individual. Offspring were then released
on the study site at the mother’s last capture point.

As part of a long-term study of the population
dynamics of this species, ongoing since 1986, every
year individuals are captured or recaptured by hand
during the lizard activity season. In 1994 and 1995,
blood samples were collected of individuals for which
endurance had been measured in previous years (4
individuals belonging to the 1993 cohort and 26 to the
1994 cohort). The survival and recapture probability
of juveniles are small so that we could not obtain blood
samples of  many individuals of  which endurance
was known at birth. Smears were fixed in methanol
and stained with May-Grünwald Giemsa (Colorap
de Bioréac, Lausanne). Stained slides were examined
under oil immersion microscopy (500

 

×

 

) to enumerate
blood parasites (see Oppliger, Célérier & Clobert 1996;
Oppliger & Clobert 1997 for further details). Haemo-
gregarine parasites are naturally widespread in 

 

Lacerta
vivipara

 

. This protozoan (phylum Sporozoa) has a
complex life cycle, which involves a blood-feeding
(arthropod) vector (Manxell 1977; Sorci 1996). Para-
sitaemia was estimated in a qualitative way (i.e. para-
sitized or not parasitized). This method was chosen
because there were only nine parasitized individuals,
and they had on average the same parasite load
(about one cell parasitized per 200–400 red cells). A
logistic regression (

 



 

, SAS Institute 1992) was
used to examine the effect of endurance at birth on
the probability of being parasitized at 1 year of age.

 

    

 

1

 

  

     

 

During summer 1996, a total of 135 yearlings was col-
lected in a population close to our study site. At capture,
body mass, tail length and snout–vent length (SVL)
were measured and each individual was examined
for blood parasites (see above). The day after capture,
endurance was measured by running each individual
in a circular racetrack (the motorized treadmill used

the previous year was no longer available). The circular
racetrack is the other commonly used technique to
measure endurance (Garland 1984, 1993; Bennett 1989;
Jayne & Bennett 1990; Mautz, Daniels & Bennett 1992;
Garland & Losos 1994). Our racetrack had 60-cm
exterior and 50-cm interior diameters. The track had
PVC walls 15 cm high and its floor was cork, which
provided good traction. Lizards were placed in the
racetrack and motivated to run by light tapping on the
tail with a small paint brush, as with the tread-
mill measurements (Sorci 

 

et al

 

. 1995). Endurance was
measured as the time until the individual stopped
running in spite of the taps given. In a previous year, this
measure was shown to be repeatable (

 

r 

 

= 0·78, 

 

P 

 

< 0·001,

 

n

 

 = 256) as in the case for the treadmill (Sorci 

 

et al

 

.
1995). All trials were performed at 30 

 

°

 

C, which is
near the mean body temperature of animals from this
population when active in the field (Van Damme,
Bauwens & Verheyen 1990). After the experiment,
all the individuals were released at their capture site.

Parasitemia of new yearlings collected in the field
was estimated in a semiquantitative way. Each indi-
vidual was assigned to one of the following categories:
(0) free of parasite; (1) very low level of parasitized cells
(one every 10 000–120 000 cells); (2) low level (one every
400–10 000 cells); (3) moderate (one every 200–
400 cells); (4) high (one every 80–200 cells); (5) very
high (one every 10–80 cells). The relationship between
endurance and parasite load was estimated using
Pearson’s correlation coefficient. The relationship
between prevalence (presence or absence of parasites)
and endurance at one year of age was also examined.

 

     

 

(

 



 

)

 

 

 

After being released in the field, offspring belonging
to the 1993 and 1994 cohorts were recaptured in
September of the year of release (recapture session 1)
and in June and August (recapture session 2, 3, etc.)
of the following years. Recaptures were done from
0900 h in the morning until 1900 h in the evening,
largely covering all the daily activity period of the
species. Each recapture session consisted of several
days of capture (>5); however, the recaptures within a
session were not enough to perform the analysis at
the day level. The data within a session were therefore
amalgamated. Because not all individuals are recap-
tured in a given session, methods that allow estimation
of survival probabilities separate from recapture prob-
abilities had to be used (Nichols 1992; Lebreton, Pradel
& Clobert 1993). By estimating, among individuals
marked at occasion 

 

t

 

 and recaptured at occasion 

 

t

 

 + 2,
the proportion of individuals that were recaptured at
occasion 

 

t

 

 + 1 (recapture probability at occasion 

 

t

 

 + 1),
the survival from occasion 

 

t

 

 to 

 

t

 

 + 1 could be estimated
by comparing those individuals captured at occasion

 

t

 

 + 1 to those marked at occasion 

 

t

 

, corrected for the
recapture probability at occasion 

 

t

 

 + 1 (see Lebreton
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. 1992 for more details). In this species, capture
probability largely depends on activity rate because
no lizard temporarily emigrated from the study area
(Massot 

 

et al

 

. 1992) and all times of activity within a
day are equally sampled. In agreement with this view,
we found in a previous analysis that capture probability
was much less dependent on capture effort (i.e. number
of hours searching, number of persons involved in
the capture session) than on the number of lizards
that were active on a given day (Lebreton 

 

et al

 

. 1992;
Massot 

 

et al

 

. 1992). Capture probability can therefore
be safely taken as a descriptor of the activity rate. By
‘activity rate’ we mean individuals that are not in or
close to a refuge, those individuals being, by definition,
neither detectable by human observers nor captur-
able. As in many other cases (Clobert 1995; McCleery

 

et al

 

. 1996), capture probability turns out to be a
parameter of  considerable biological interest; here,
it provides an objective index of lizard activity (Sorci,
Clobert & Michalakis 1996b).

To assess the effect of body mass, SVL and endurance
at birth on subsequent survival and capture probability,
a capture–recapture method had to be selected that
allows the modelling of survival and capture prob-
ability at the individual level. The computer program

 



 

 (Skalski, Hoffman & Smith 1993; Smith 

 

et al

 

.
1994; Kingsolver & Smith 1995; the computer program
is available on request to the authors) allows the use
of individual covariates. This statistical package allows
fitting of an array of models, either with or without
covariates, and comparison of the models by either
log-likelihood ratio tests or the Akaike information
criteria (AIC; Lebreton 

 

et al

 

. 1992). The model with
the smallest AIC value (Anderson, Burnham & White
1994) is the one that most parsimoniously describes
variation in the data. This computer program also
provides a goodness-of-fit of the final model.

 

  ,  , 

  

 

For the Common Lizard, it is well known that a reduc-
tion in activity rate is associated with a decrease in
home range size and/or in the ‘amplitude’ of move-
ments within the home range (Bauwens & Thoen
1981; Clobert 

 

et al

 

. 1994; Lecomte 

 

et al

 

. 1994). This
is likely to result in a decrease of the distance moved
between two consecutive recapture locations. The
amplitude of movements was therefore estimated by
computing the sequential distances between all the
recapture points for a given individual within a year
and then computing the mean of these distances, and
that the variance of mean distances across groups of
individuals was not significantly different was verified.
However, individual differences in the amplitude
of movement may also reflect individuals inhabiting
habitat of different structure. We know this is influ-
encing movements (Clobert 

 

et al

 

. 1994), and so is not
corresponding to a different level of activity 

 

per se

 

.

Importantly therefore it was verified that parasitized
and non-parasitized individuals were randomly dis-
tributed within the area, and that home ranges of
individuals were largely overlapping (Lecomte 

 

et al

 

.
1994). The comparison of the parasitized and non-
parasitized individuals must then reflect difference in
activity (large meaning), rather than a difference in
their habitat structure.

Growth rate was estimated as the difference in SVL
between two captures separated by more than 3 weeks,
divided by the number of days separating the two
captures. One-year-old individuals were used because
most of the growth in SVL occurs at this age.

Tail loss is a component of the antipredator strategy
in many species of lizards (Arnold 1988; Greene 1988),
mostly against non-efficient predators (Jaksic & Greene
1984; Medel 

 

et al

 

. 1988). In the Common Lizard, social
interactions rarely, if  ever, lead to the loss of the tail
(Arnold 1988; J. Clobert, personal observation), and
no ‘efficient’ predators (

 

sensu

 

 Arnold 1988 and Medel

 

et al

 

. 1988; i.e. predators that almost always caught
the lizard entirely such as birds of prey) were present
on the study area (Massot 

 

et al

 

. 1992). The propor-
tion of broken tails, when accounting for age (Arnold
1988), is likely, then, to reflect the number of predation
attempts attributable to ‘inefficient’ predators (however,
inefficient predators are those which nevertheless kill
a lizard in more than half  of their attempts, Medel

 

et al

 

. 1988). ‘Inefficient’ predators (snakes, shrews, frogs,
crows) were the only ones present in our study area.

 

 

 

Each individual was considered as an independent
observation because the probability of reobserving sibs
was very low (less than 10%). Moreover, we corrected
for the variance inflation in the analysis of survival and
recapture probability (variance inflation factor, see
McCullagh & Nelder 1989; Lebreton 

 

et al

 

. 1992), which
also reduces bias caused by the non-independence
of juveniles belonging to the same family. Most of the
analyses have been done using 

 



 

 for continuous
dependent variables and 

 



 

 for categorical ones
(SAS Institute 1992). We first fit a model with all the
interactions and drop those which were not signific-
ant from the model (backward selection). Fisher or
likelihood ratio (

 

χ

 

2

 

) tests have been used to test for
significance.

 

Results

 

    

     

  

 

1

 

   

 

For the 1993 and 1994 animals, the probability of being
parasitized at 1 year of age was negatively correlated
with treadmill endurance at birth (logistic regression
with year of birth as cofactor: endurance 

 

χ

 

2
1

 

 = 8·8,
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P 

 

= 0·003). Animals that were not infected with the
haemogregarine had 40% higher locomotive endurance
at birth than those that had become infected. Year of
birth, SVL and interaction terms were not significant
(year: 

 

χ

 

2
1

 

 = 0·003, 

 

P 

 

= 0·949; SVL 

 

χ

 

2
1

 

 = 1·54, 

 

P 

 

= 0·210;
all interactions 

 

P 

 

> 0·10; this might however, be due
to the small sample size). Juveniles with lower endur-
ance were more likely to get a parasitic infection later
in their life.

 

    

 

1

 

        

  

 

Yearling lizards harbouring blood parasites also had

lower circular-track endurance than non-parasitized
ones (parasitized: mean 

 

±

 

 SE = 49·5 

 

±

 

 1·2 s, 

 

n

 

 = 53;
non-parasitized: 56·2 

 

±

 

 0·9, 

 

n

 

 = 82). The correlation
between endurance at the age of  one and parasite
prevalence still holds after controlling for SVL (

 



 

with endurance as dependent variable, sex as a factor,
intensity of parasitism and SVL as covariates; SVL –

 

F

 

1,124

 

 = 0·09, 

 

P 

 

= 0·756; sex – 

 

F

 

1,124

 

 = 0·775, 

 

P 

 

= 0·380;
parasitism – 

 

F

 

1,124

 

 = 15·241, 

 

P 

 

< 0·0001; all interactions
terms 

 

P 

 

> 0·1). Parasitemia, also, was significantly
negatively correlated with endurance (Pearson’s cor-
relation coefficient: 

 

r 

 

= –0·286, 

 

P 

 

= 0·001, 

 

n

 

 = 135).

 

    

,     



 

A model was fitted in which capture and survival
probabilities were functions of time since release (i.e.
different for different recapture sessions) and size-
corrected endurance at birth (residuals from log–log
regression on body size, termed ECS). Models where
the effects of time, size-corrected endurance at birth
and/or their interaction terms were ignored were
subsequently fitted. Based on the AIC, the best fitting
model included a time effect on survival probability
and a time plus a size-corrected endurance effect on
capture probability (Table 1). This model was signi-
ficantly different from a model in which the effect of
size-corrected endurance on capture probability was
excluded (log-likelihood ratio test, 

 

χ

 

2
1

 

 = 4·18, 

 

P 

 

> 0·05).
Conversely, a model with an additive effect of ECS did
not provide a better fit than the chosen model (log-
likelihood ratio test 

 

χ

 

2
1

 

 = 0·22, 

 

P 

 

> 0·5). Size-corrected
endurance at birth had no effect on subsequent sur-
vival probability, whereas capture probability (which,
we believe, reflects activity) was positively correlated
with endurance (Fig. 1).

 

   , 

 

 

(

 



 

)

 

   



 

Juvenile growth rate was significantly positively
correlated to endurance at birth when corrected for
date of capture and initial SVL (Pearson’s correlation
coefficient, 

 

r 

 

= 0·39, 

 

P 

 

= 0·003, 

 

n

 

 = 59).

Table 1. Comparisons of the Akaike information criteria (AIC) of a selection of models: T effect of the session, ECS
endurance corrected for size (at birth), p capture probability, s survival probability. Models differing by more than two units
in their AIC are considered as significantly different (Anderson et al. 1994). + means an additive effect of the two variables, *
means that the interaction between the two variables is also considered into the model. p(T),s(T) is a model where both
survival and capture probability depend on the session of capture (time or T). AIC equals the maximum likelihood function
value for the model plus twice the number of estimated parameters by this model

Model p(T), s(T) p,s(T) p(T),s p(T + ECS),s(T) p(T*ECS),s(T) p(T + ECS),s(T + ECS)
AIC 736·15 746·31 737·03 733·87 734·69 735·64
Number of parameters 9 6 6 10 13 11

Fig. 1. Relationship between recapture probability and size-corrected endurance at
birth for the different occasions of capture. The open-bar histogram represents the
total number of juveniles for which we measured endurance.
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Parasitemia was significantly negatively correlated
with the mean distance separating recapture locations
(Pearson’s correlation coefficient, r = –0·262, P = 0·005,
n = 114). A similar relationship was found for pre-
valence (F1,112 = 6·41, P = 0·013, log mean distance:
parasitized 1·06 m ± 0·07 SD, not parasitized 1·33 m
± 0·08 SD).

When corrected for age, the probability of having a
broken tail was negatively correlated with parasitemia
(F1,155 = 7·03, P = 0·001, log mean intensity: broken
tail 0·23 ± 0·09, not broken 0·78 ± 0·075). The same
relationship was found for prevalence (χ2

1 = 14, P =
0·001). A positive correlation between yearling growth
rate and the probability of having a broken tail was also
found ( with year as a factor: year F4,255 = 5·83,
P = 0·002, tail status F1·255 = 4·98, P = 0·027). Because
of insufficient data (there were only 30 individuals
where endurance was measured at birth and that were
recaptured at 1 year of age), it was not possible to
test for correlations between tail break frequency and
either activity or endurance.

Discussion

For a population of the Common Lizard, Lacerta
vivipara, we sought to determine if  the observed
variation in a measure of physiological performance,
running endurance at birth, was associated with two
measures of field activity, growth rate, susceptibility
to attack by predators and a parasite, and finally
survival. Lizards with higher endurance at birth were
those with higher activity in the field (Fig. 1), higher
growth rate and a higher probability of having been
attacked by a predator (higher tail break frequency),
but a lower probability of becoming infected with a
parasite. Similarly, in a previous study, we have also
shown that parasitized adult females had lower activity
levels (lower capture probability) than non-parasitized
ones (Sorci et al. 1996b). However, survival was not
related to endurance. This suggests there are trade-offs
between the ecological measures that we studied, such
that the benefits of having a high endurance capacity
(higher growth, lower probability of parasitism) may
be offset by costs (increase predation). Understanding
the nature of these trade-offs is confounded by lack
of information about relationships between some of
the measured traits; this is most acute for the rela-
tionship between parasitism and the physiological and
life-history traits.

   

Endurance or its physiological correlates appear to be
related to several important functions (Pough et al.
1992), including foraging (Garland 1993, 1994, 1999),
reproduction (Wells & Taigen 1984; Taigen & Wells
1985) and predator avoidance (Bauwens & Thoen 1981;
Cooper et al. 1990). Sustained activity requires rel-
atively high levels of energy expenditure (Bennett &

Huey 1990; Autumn et al. 1997), and the capacity for
sustained activity (stamina) depends on body temper-
ature (Bennett 1990; Garland 1994). In ectotherms,
energy expended in locomotor activity is a significant
part of the total energy budget and, compared with
mammals (Garland 1983), constitutes a dispropor-
tionately high part (in terms of energy) of all other
activities (Christian, Baudinette & Pamula 1997).

For an ectotherm, therefore, an effective way to limit
its overall energy expenditure is to reduce its locomotor
activity and remain in a cool place. In the Common
Lizard, we found that individuals with the lowest
endurance (corrected for size) also had the lowest
probability of being captured. This was not the result
of lower-endurance individuals being temporarily absent
from the study site, because no individual from this
study site was recaptured in the closest nearby popu-
lation (3 years and over 2000 recaptures; Massot &
Clobert 1995). In addition, the probability of capture
has been shown to depend mainly on activity level in
reptiles generally (Dunham, Morin & Wilbur 1988)
as well as in our species (Lebreton et al. 1992; Massot
et al. 1992). In our study population, when an individual
is seen or heard, fewer than 10% escape capture
(J. Clobert, unpublished data). It is therefore most
likely that endurance and activity are strongly pos-
itively correlated. That is, individuals with high
endurance also tend to be more active. In support of
this finding, studies of laboratory house mice have
suggested a positive relationship between maximal
aerobic capacity, measured on a motorized treadmill,
and voluntary activity levels on running wheels
(Friedman, Garland & Dohm 1992; Swallow et al. 1998).

Finally, we did not find a positive relationship
between endurance and survival up to the age of matur-
ity, which may indicate that low-endurance indi-
viduals tend to rely on foraging tactics that are less
physically demanding and less energetically expensive
(for example, a sit-and-wait strategy). However, endur-
ance may have indirect effects on other fitness com-
ponents, such as fecundity, given that low-endurance
individuals had a lower growth rate and were also the
most parasitized.

  

Blood parasites have not been shown to affect survival
or fecundity of Lacerta vivipara (Sorci et al. 1996b),
but they do have various physiological consequences,
including a lower maximal sprint speed (Oppliger et al.
1996), a lower resting metabolic rate (Oppliger et al.
1996), an increased reproductive effort (Sorci et al. 1996b)
and a decreased ability to regrow the tail (Oppliger &
Clobert 1997). Similar physiological and behavioural
costs of  malaria infections have been reported in
Sceloporus lizards (Schall, Bennet & Putnam 1982). The
lack of a relationship between parasitism and survival
suggests a behavioural compensation. As well, para-
sitized individuals exposed to high temperatures
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developed higher parasite loads than individuals exposed
to low temperatures (Oppliger et al. 1996). If  temper-
ature directly affects multiplication rate of the parasite,
then we might expect parasitized individuals to be less
active during the warmest weeks, in order to control
the multiplication rate of the parasite. In agreement
with this hypothesis, we found that parasitized adult
females were less likely to be captured in summer than
were non-parasitized females (Sorci et al. 1996b). How-
ever, endurance, as measured at birth, was also pos-
itively correlated with activity, and negatively with
parasite load when 1 year old. Given that endurance
and parasitism were measured at different ages, it is
likely that individuals with low endurance are more
prone to be parasitized through the reduction of
activity associated with endurance. In fact, whereas
parasite prevalence and intensity increase as exposure
time increases, low endurance at birth was concomitant
with a reduction of activity immediately after birth.

,    



Low endurance at birth and high parasite loads could
reflect generally poor phenotypic quality, e.g. poor
health or vigour which might be translated in to a poor
body condition (see also Schluter et al. 1991). However,
although growth rate was reduced for lower-endurance
individuals, we did not find any correlation on the
one hand, between endurance and survival up to the age
at maturity, and, on the other hand, between parasitism
and fecundity or female adult survival (Sorci et al.
1996b). As we did not directly relate endurance to
fecundity or adult survival (only through the negative
relationship between endurance and parasitism), it
might still be that fecundity and/or adult survival rate
are lower for individuals with low endurance, when
corrected for individual parasite load. If  this is the
case, then it will still mean that endurance does not
have a major effect on fitness because it did not show
up when its impact on parasitism was considered in
the first place. Moreover, to produce a noticeable effect
on fitness, differences in fecundity and adult survival

would have to be large because fitness (as measured
by the population growth rate, Caswell 1989) does not
have a high sensitivity with respect to these two traits
(Clobert et al. 1994, 1998; Boudjemadi et al. 1999). It
follows that differences in fitness components induced
by a low endurance are not large, and might be mainly
evident in old (senescing) individuals (Sorci 1996; but
see Huey et al. 1990). It may also be that having low
endurance and high parasite loads are only costly under
particular environmental circumstances (see also Schluter
et al. 1991). However, we did measure survival over
several years without any indications of  a significant
interaction between endurance or parasitism and years.

A more likely explanation is that low endurance at
birth could represent the trigger for a compensatory
behavioural strategy. Individuals with low endurance
may not be able effectively to adopt a high-activity
lifestyle simply because they cannot sustain high levels
of activity. The alternative is to adopt a low-activity
lifestyle, which brings with it certain benefits and
costs. On the positive side, reducing activity has the
potential to decrease predation risks (Schwarzkopf &
Shine 1992). On the possible negative side, reducing
activity results in more time spent in a restricted part
of the home range (near a burrow, as is observed for
pregnant females) or hidden in a refuge (Bauwens &
Thoen 1981; Cooper et al. 1990), which render them
susceptible to parasites, and therefore may increase
the risk of  infection by certain parasites (Fig. 2).
Specifically, haematozoa are transmitted by mites
living in the substrate and having very limited dispersal
ability; therefore, it is likely that immobile lizards are
more exposed to these vectors. This is consistent with
the observations that parasitized individuals are less
active than non-parasitized ones, as measured both from
capture probability and movements within the home
range. Thus, our model suggests that low endurance
is the ultimate cause of higher parasitism rates, not
vice versa.

If  parasitism is one potential cost of low activity
rate in these lizards, then reduced predation risk can
be one of the benefits. Activity rate is often positively
associated with predation risk (e.g. Huey & Pianka
1981), at least at the within-population level (Henle
1992), and we found that parasitized individuals had
their tail broken less often than did non-parasitized
individuals. Tail loss has, however, been criticized as
being a good indicator of predation (Medel et al. 1988),
particularly the efficient one. Indeed, it might be that
parasitized lizard are less efficient (a lizard is ‘efficient’
in escaping predation when only the tail is taken by
the predator) in escaping non-efficient predators (non-
efficient predators are those whose attack results often
in obtaining only the tail of the lizard, such as some
snakes or other lizard species), resulting in fewer tails
broken for parasitized lizards. However, if this was true,
then we should have observed a decreased survival for
parasitized individuals, because these individuals would
have to pay a cost caused by both parasites and predators.

Fig. 2. Proposed model for the relationships between endurance, activity, parasitism,
predation rate and growth rate. High endurance capacity at birth permits a high
activity rate, which in turn entails a low parasite prevalence and a high growth rate,
but also a high risk of predation. As discussed in the text, these conflicting effects of
selection may have a net effect such that individuals with differing endurance
nevertheless have similar Darwinian fitnesses.
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According to our scenario, the costs and benefits
associated with high vs low activity may balance each
other, and turn out to be almost equivalent in terms
of Darwinian fitness, as indicated by the absence of a
correlation between survival and either parasitism or
endurance, despite demonstrated physiological costs of
parasitism, such as reduced rates of oxygen consump-
tion and tail regeneration (this study; Sorci et al. 1996b;
Oppliger et al. 1996; Oppliger & Clobert 1997). The
complicated relationships between endurance, activity
rate, parasitism and predation in turn may explain the
high level of variation that we found for endurance
(Sorci et al. 1995), although individual variation in
endurance is often great in squamate reptiles (e.g.
Garland 1984; Garland & Else 1987; Tsuji et al. 1989;
Jayne & Bennett 1990). This variation in endurance
might even be actively maintained if there is a trade-off
(genetic or phenotypic) between susceptibility to parasite
infection and endurance. However, only an experimental
manipulation will allow demonstration of this possibil-
ity, and that the importance of endurance and parasitism
for survival rate is not overridden by other factors.

Although low endurance at birth is associated with
a low activity rate, a low growth rate and a high chance
of being parasitized, no evidence has been found that
it entails a significant reduction in juvenile or subadult
survivorship. Hence, lower-endurance individuals seem
at least partly able to compensate for the costs asso-
ciated with low endurance. However, we were unable to
test for associations with fitness components later in
life, so it is still possible that difference in endurance
may translate into differences in adult survival prob-
ability, mating success or fecundity. As noted above,
however, these fitness components have less important
consequences for overall fitness than do age at maturity
and juvenile survival in this species, so that a greater
difference according to endurance has to be found for
the former than for the latter in order to have the same
effect. At least with respect to parasitism, we did not
find, in a previous study, any difference on the effect
of parasitism on adult female survival and fecundity
(Sorci et al. 1996b). In any case, determining whether
our results reflect a trade-off, a manipulation of the
host by the parasite, or the result of an individual
optimization strategy by the host (Pettifor, Perrins &
McCleery 1988) will require further studies.

Acknowledgements

We are grateful to M. Massot, R. E. Sutherland and
two anonymous referees for careful reading of earlier
drafts of this manuscript. The CNRS (biodiversity
programme) and the French ministry of research sup-
ported this work. The Parc National des Cévennes
and the Office National des Forêts also gave us facil-
ities to carry on this research. We are grateful to
J.-M. Rossi for his help in processing the data. TG
was supported by US National Science Foundation
grants IBN-9157268 (PYI.) and IBN-9723758.

References

Alexander, R. McN. (1996) Optima for Animals. Revised edn.
Princeton University Press, Princeton, NJ.

Anderson, D.R., Burnham, K.P. & White, G.C. (1994) AIC
model selection in overdispersed capture-recapture data.
Ecology 75, 1780–1793.

Arnold, S.J. (1983) Morphology, performance and fitness.
American Zoologist 23, 47–361.

Arnold, E.N. (1988) Caudal autotomy as a defense. Biologia
of the Reptilia, Vol. 16: Defense and Life History (eds C. Gans
& R. B. Huey), pp. 235–273. Alan R. Liss, Inc., New York.

Autumn, K., Farley, C.T., Emshwiller, M. & Full, R.J.
(1997) Low cost of locomotion in the banded gecko: a
test of the nocturnality hypothesis. Physiological Zoology
70, 660–669.

Bauwens, D. & Thoen, C. (1981) Escape tactics and vulner-
ability to predation associated with reproduction in the
lizard Lacerta vivipara. Journal of Animal Ecology 50,
733–743.

Bennett, A.F. (1989) Integrated studies of  locomotor
performance. Complex Organismal Functions: Integration
and Evolution in Vertebrates (eds D. B. Wake & G. Roth),
pp. 191–202. John Wiley and Sons, Chichester.

Bennett, A.F. (1990) The thermal dependence of locomotor
capacity American Journal of Physiology 259, R253–R258.

Bennett, A.F. & Huey, R.B. (1990) Studying the evolution
of physiological performance. Oxford Survey in Evolutionary
Biology, Vol. 7 (eds D. J. Futuyma & J. Antonovics),
pp. 251–284. Oxford University Press, Oxford.

Bonine, K.E. & Garland, T. Jr (1999) Sprint performance of
phrynosomatid lizards, measured on a high-speed treadmill,
correlates with hindlimb length Journal of Zoology, London
248, 255–265.

Boudjemadi, K., Lecomte, J. & Clobert, J. (1999) Influence
of  connection and habitat type on demography and
dispersal: an experimental approach Journal of Animal
Ecology 68, 1207–1224.

Castanet, J. & Guyetant, R. (1989) Atlas de Répartition des
Amphibiens et Reptiles de France. Société Herpétologique
de France, Paris.

Caswell, H. (1989) Matrix Population Models: Constructions,
Analysis, and Interpretations. Sinauer Associates, Sunder-
land, MA.

Christian, K.A., Baudinette, R.V. & Pamula, Y. (1997)
Energetic costs of activity by lizards in the field. Functional
Ecology 11, 392–397.

Clobert, J. (1995) Capture–recapture and evolutionary
ecology: a difficult wedding? Journal of Applied Statistics
22, 989–1008.

Clobert, J., Massot, M., Lecomte, J., Sorci, G., de Fraipont, M.
& Barbault, R. (1994) Determinants of dispersal behavi-
our: the common lizard as a case study. Lizard Ecology:
Historical and Experimental Perspectives (eds L. J. Vitt &
E. R. Pianka), pp. 183–206. Princeton University Press,
Princeton, NJ.

Clobert, J., Garland, T. Jr & Barbault, R. (1998) The evolu-
tion of demographic tactics in lizards: a test of some
hypotheses concerning life history evolution Journal of
Evolutionary Biology 11, 329–364.

Cooper, W.E. Jr, Vitt, L.J., Hedges, R. & Huey, R.B. (1990)
Locomotor impairment and defence in gravid lizards
(Eumeces laticeps): behavioural shift in activity may off-
set costs of reproduction in an active forager. Behavioural
Ecology and Sociobiology 27, 153–157.

Dunham, A.E., Morin, P.J. & Wilbur, H.M. (1988) Methods
for the study of reptile populations. Biology of the Reptilia:
Ecology B. Defense and Life History Evolution, Vol. 16
(eds C. Gans & R. B. Huey), pp. 331–386. A.R. Liss,
New York.

FEC477.fm  Page 682  Wednesday, November 15, 2000  5:30 PM



683
Trade-offs in 
phenotypic traits

© 2000 British 
Ecological Society, 
Functional Ecology, 
14, 675–684

Friedman, W.A., Garland, T. Jr & Dohm, M.R. (1992) Indi-
vidual variation in locomotor behavior and maximal
oxygen consumption in mice. Physiology and Behavior 52,
97–104.

Garland, T. Jr (1983) Scaling the ecological cost of transport
to body mass in terrestrial mammals. American Naturalist
121, 571–587.

Garland, T. Jr (1984) Physiological correlates of locomotory
performance in a lizard: an allometric approach. American
Journal of Physiology 247, R806–R815.

Garland, T. Jr (1993) Locomotor performance and activity
metabolism of Cnemidophorus tigris in relation to natural
behaviors. Biology of Whiptail Lizards (Genus Cnemido-
phorus) (eds J. W. Wright & L. J. Vitt), pp. 163–210.
Oklahoma Museum of Natural History, Norman, OK.

Garland, T. Jr (1994) Phylogenetic analyses of  lizard
endurance capacity in relation to body size and body tem-
perature. Lizard Ecology: Historical and Experimental
Perspectives (eds L. J. Vitt & E. R. Pianka), pp. 237–259.
Princeton University Press, Princeton, NJ.

Garland, T. Jr (1999) Laboratory endurance capacity pre-
dicts variation in field locomotor behaviour among lizard
species. Animal Behaviour 57, 77–83.

Garland, T. Jr & Else, P.L. (1987) Seasonal, sexual, and
individual variation in endurance and activity metabolism
in lizards. American Journal of Physiology 252, R439–
R449.

Garland, T. Jr & Losos, J.B. (1994) Ecological morphology
of  locomotor performance in squamate reptiles. Eco-
logical Morphology: Integrative Organismal Biology (eds
P. C. Wainwright & S. M. Reilly), pp. 240–302. Univer-
sity of Chicago Press, Chicago, IL.

Garland, T. Jr, Hankins, E. & Huey, R.B. (1990) Locomotor
capacity and social dominance in male lizards. Functional
Ecology 4, 243–250.

Gleeson, T.T. & Harrison, J.M. (1988) Muscle composition
and its relationship to sprint running in the lizard
Dipsosaurus dorsalis. American Journal of Physiology 255,
R470–R477.

Greene, H.W. (1988) Antipredator mechanisms in reptiles.
Defense and Life History, Vol. 16 (eds C. Gans & R. B. Huey),
pp. 1–152. John Wiley and Sons, New York.

Henle, K. (1992) Predation pressure, food availability,
thermal environment, and precision of thermoregulation
in a desert population of skink Morethia boulengeri, with
a comment on measuring thermoregulatory precision.
Zoologische Jahrbucher, Abteilung für Systematik, Ökologie
und Geographie der Tiere 119, 405–412.

von Holst, D. (1998) The concept of stress and its relevance
for animal behavior. Stress and Behavior: Advances in the
Study of Behavior (eds A. P. Møller, M. Milinski & J. B. Slater),
pp. 1–131. Oxford University Press, San Diego, CA.

Huey, R.B. & Pianka, E.R. (1981) Ecological consequences
of foraging mode. Ecology 62, 991–999.

Huey, R.B., Pianka, E.R. & Schoener, T.W. eds (1983)
Lizard Ecology: Studies of a Model Organism. Harvard
University Press, Cambridge, MA.

Huey, R.B., Dunham, A.E., Overall, K.L. & Newman, R.A.
(1990) Variation in locomotor performance in demo-
graphically known populations of the lizard Sceloporus
merriami. Physiological Zoology 63, 845–872.

Jaksic, F.M. & Greene, H.W. (1984) Empirical evidence of
non-correlation between tail loss frequency and predation
intensity on lizards. Oikos 42, 407–411.

Jayne, B.C. & Bennett, A.F. (1990) Selection on locomotor
performance capacity in a natural population of gartner
snakes. Evolution 44, 1204–1229.

John-Alder, H.B., McMann, S., Katz, L.S., Gross, A. &
Barton, D.S. (1996) Social modulation of exercise endur-
ance in a lizard (Sceloporus undulatus). Physiological
Zoology 69, 547–567.

Kingsolver, J.G. & Smith, S.G. (1995) Estimating selection
on quantitative traits using capture–recapture data. Evolu-
tion 49, 384–388.

Lebreton, J.-D., Burnham, K.P., Clobert, J. & Anderson, D.R.
(1992) Modelling survival and testing biological hypo-
theses using marked animals: a unified approach with
case studies. Ecological Monographs 62, 67–118.

Lebreton, J.-D., Pradel, R. & Clobert, J. (1993) Estimating
and comparing survival rates in animal populations. Trends
in Ecology and Evolution 8, 91–95.

Lecomte, J., Clobert, J., Massot, M. & Barbault, R.
(1994) Spatial and behavioural consequences of a density
manipulation in the common lizard. Ecoscience 1, 300–
310.

Losos, J.B. (1990) Ecomorphology, performance capability,
and scaling of West Indian Anolis lizards: an evolutionary
analysis. Ecological Monographs 60, 369–388.

Macrini, T.E. & Irschick, D.J. (1998) An intraspecific analysis
of trade-offs in sprinting performance in a West Indian
lizard species (Anolis lineatopus). Biological Journal of the
Linnean Society 63, 579–591.

Manxell, R.D. (1977) Gregarines and haemogregarines.
Parasitic Protozoa III (ed. J. P. Kreier), pp. 1–32. Academic
Press, New York.

Massot, M. & Clobert, J. (1995) Influence of maternal food
availability on offspring dispersal. Behavioural Ecology
and Sociobiology 37, 413–418.

Massot, M., Clobert, J., Pilorge, T., Lecomte, J. & Barbaut, R.
(1992) Density dependence in the common lizard: demo-
graphic consequences of a density manipulation. Ecology
73, 1742–1756.

Mautz, W.J., Daniels, C.B. & Bennett, A.F. (1992) Thermal
dependence of locomotion and aggression in a xantusiid
lizard. Herpetologica 48, 471–479.

McCleery, R.H., Clobert, J., Julliard, R. & Perrins, C.M.
(1996) Nest predation and delayed cost of reproduction
in the great tit. Journal of Animal Ecology 65, 96–104.

McCullagh, P. & Nelder, J.A. (1989) Generalized Linear
Models, 2nd edn. Monographs on Statistics and Applied
Probability, 37. Chapman & Hall, London.

Medel, R.G., Jimenez, J.E., Fox, F.F. & Jaksic, F.M. (1988)
Experimental evidence that high population frequencies
of lizard autotomy indicate inefficient predation. Oikos
53, 321–324.

Miles, D.B. (1989) Selective significance of  locomotory
performance in an iguanid lizard. American Zoologist 29,
146A.

Miles, D.B. (1994) Population differentiation in locomotor
performance and the potential response of a terrestrial
organism to global environmental change. American Zoolo-
gist 34, 422–436.

Mitton, J.B. (1997) Selection in Natural Populations. Oxford
University Press, Oxford.

Montgomerie, R.D. & Weatherhead, P.J. (1988) Risks and
rewards of nest defense by parent birds. Quarterly Review
of Biology 63, 167–187.

Nichols, J.D. (1992) Capture–recapture models: using marked
animals to study population dynamics. Bioscience 42, 94–
102.

Oppliger, A. & Clobert, J. (1997) Reduced tail regeneration
in common lizard Lacerta vivipara parasitized by blood
parasites. Functional Ecology 11, 652–655.

Oppliger, A., Célérier, M.L. & Clobert, J. (1996) Physiolo-
gical and behaviour changes in common lizards parasitized
by haemogregarines. Parasitology 113, 433–438.

Oppliger, A., Christie, P. & Richner, H. (1997) Clutch size
and malaria parasites in female great tits. Behavioural
Ecology 8, 148–152.

Pettifor, R.A., Perrins, C.M. & McCleery, R.H. (1988)
Individual optimisation of clutch size in the great tit.
Nature 336, 160–162.

FEC477.fm  Page 683  Wednesday, November 15, 2000  5:30 PM



684
J. Clobert et al.

© 2000 British 
Ecological Society, 
Functional Ecology, 
14, 675–684

Pough, F.H., Magnusson, W.E., Ryan, M.J., Wells, K.D.
& Taigen, T.L. (1992) Behavioral energetics. Environ-
mental Physiology of the Amphibia (eds M. E. Feder &
W. W. Burggren), pp. 395–436. University of Chicago
Press, Chicago, IL.

Pounds, J.A. (1988) Ecomorphology, locomotion, and
microhabitat structure: patterns in a tropical mainland
Anolis community. Ecological Monographs 58, 299–320.

Robson, M.A. & Miles, D.B. (2000) The association
between social dominance and physiological performance
in a lizard. Functional Ecology in press.

SAS Institute (1992) SAS User’s Guide: Statistics. SAS
Institute, Cary, NC.

Schall, J.J., Bennet, A.F. & Putnam, R.W. (1982) Lizards
infected with malaria: physiological and behavioral con-
sequences. Science 217, 58–64.

Schluter, D., Price, T.D. & Rowe, L. (1991) Conflicting
selection pressures and life history trade-offs. Proceedings
of the Royal Society of London B 246, 11–17.

Schwarzkopf, L. & Shine, R. (1992) Costs of reproduction
in lizards: escape tactics and susceptibility to predation.
Behavioural Ecology and Sociobiology 31, 17–25.

Skalski, J.R., Hoffman, A. & Smith, S.G. (1993) Testing the
significance of individual- and cohort-level covariates in
animal survival studies. Marked Individuals in the Study
of Bird Populations (eds J.-D. Lebreton & P. M. North),
pp. 39–49. Birkäuser-Verlag, Basel.

Smith, S.G., Skalski, J.R., Schlechte, W., Hoffman, A. &
Cassen, V. (1994) SURPH.1 Manual Statistical Survival
Analysis for Fish and Wildlife Tagging Studies. Bonneville
Power Administration, Portland, OR.

Sorci, G. (1996) Patterns of haemogregarine load, aggrega-
tion and prevalence as a function of host age in the lizard
(Lacerta vivipara). Journal of Parasitology 82, 676–678.

Sorci, G., Massot, M. & Clobert, J. (1994) Maternal para-
site load increases sprint speed and philopatry in female
offspring of the common lizard. American Naturalist 144,
153–164.

Sorci, G., Swallow, J.G., Garland, T. Jr & Clobert, J. (1995)

Quantitative genetics of locomotor speed and endurance
in the lizard Lacerta vivipara. Physiological Zoology 68,
698–720.

Sorci, G., Clobert, J. & Bélichon, S. (1996a) Phenotypic
plasticity of growth and survival in the common lizard
Lacerta vivipara. Journal of Animal Ecology 65, 781–790.

Sorci, G., Clobert, J. & Michalakis, Y. (1996b) Cost of
reproduction and cost of  parasitism in the common
lizard, Lacerta vivipara. Oikos 76, 121–130.

Swallow, J.G., Garland, T. Jr, Carter, P.A., Zhan, W.-Z. &
Sieck, G.C. (1998) Effects of voluntary activity and
genetic selection on aerobic capacity in house mice (Mus
domesticus). Journal of Applied Physiology 84, 69–76.

Taigen, T.L. & Wells, K.D. (1985) Energetic of vocalization
by an anuran amphibian (Hyla versicolor). Journal of
Comparative Physiology 155, 163–170.

Tsuji, J.S., Huey, R.B., Van Berkum, F.H., Garland, T. Jr &
Shaw, R.G. (1989) Locomotor performance of hatchling
fence lizards (Sceloporus occidentalis): quantitative genetics
and morphometric correlates. Evolutionary Ecology 3,
240–252.

Van Berkum, F.H., Huey, R.B., Tsuji, J.S. & Garland, T. Jr
(1989) Repeatability of individual differences in locomo-
tor performance and body size during early ontogeny
of the lizard Sceloporus occidentalis (Baird & Girard).
Functional Ecology 3, 97–105.

Van Damme, R., Bauwens, D. & Verheyen, R. (1990)
Evolutionary rigidity of thermal physiology: the case of
the cool temperate lizard Lacerta Vivipara. Oikos 57, 61–67.

Vitt, L.J. & Pianka, E.R., eds (1994) Lizard Ecology: Histor-
ical and Experimental Perspectives. Princeton University
of Press, Princeton, NJ.

Wells, K.D. & Taigen, T.L. (1984) Reproductive behavior
and aerobic capacities of male American toads (Bufo
americanus): Is behavior constrained by physiology?
Herpetologica 40, 292–298.

Received 19 November 1999; revised 12 April 2000; accepted
14 April 2000

FEC477.fm  Page 684  Wednesday, November 15, 2000  5:30 PM


