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1  | INTRODUC TION

The heart of life-history theory is the “principle of allocation,” which 
states that organisms allocate limited energy either to growth, re-
production, or maintenance (Cody, 1966; Williams, 1966). As the 
amount of energy allocated to one of these functions reduces al-
location to others, trade-offs should occur (Roff & Fairbairn, 2007; 
Stearns, 1992). Trade-offs may manifest themselves in the short-term 
between time t and t + 1 (Bleu, Gamelon, & Sæther, 2016; Hamel et 
al., 2010), or in the long-term after a certain amount of physiological 

damage has accumulated (Kroeger, Blumstein, Armitage, Reid, & 
Martin, 2018; Moyes et al., 2006). In particular, high allocation to re-
production or growth early in life should reduce the energy available 
for somatic maintenance, causing a reduction in later-life survival 
(Kirkwood & Rose, 1991; Lemaître et al., 2015).

Adult survival is a major determinant of fitness in long-lived iter-
oparous species (Gaillard, Festa-Bianchet, Yoccoz, Loison, & Toïgo, 
2000). It is well known that adult females live longer than males in 
most populations of mammals (Austad & Fischer, 2016). One of the 
explanations for such difference involves sexual selection (Maklakov 
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Abstract
While all models of sexual selection assume that the development and expression of 
enlarged secondary sexual traits are costly, males with larger ornaments or weap-
ons generally show greater survival or longevity. These studies have mostly been 
performed in species with high sexual size dimorphism, subject to intense sexual 
selection. Here, we examined the relationships between horn growth and several 
survival metrics in the weakly dimorphic Pyrenean chamois (Rupicapra pyrenaica). In 
this unhunted population living at high density, males and females were able to grow 
long horns without any apparent costs in terms of longevity. However, we found a 
negative relationship between horn growth and survival during prime age in males. 
This association reduces the potential evolutionary consequences of trophy hunting 
in male chamois. We also found that females with long horns tended to have lower 
survival at old ages. Our results illustrate the contrasting conclusions that may be 
drawn when different survival metrics are used in analyses. The ability to detect 
trade-off between the expression of male secondary sexual traits and survival may 
depend more on environmental conditions experienced by the population than on 
the strength of sexual selection.
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& Lummaa, 2013). Sexual selection arises from differences in re-
productive success caused by competition for access to mates 
(Andersson, 1994). Due to anisogamy, sexual selection typically acts 
more strongly on males than on females. Females often compete 
more intensely for resources necessary for successful reproduction 
than for access to mating partners (Clutton-Brock, 2009). All models 
of sexual selection assume that secondary sexual traits are costly to 
produce and maintain (Møller, 1996). Males are more likely to show 
higher rates of mortality due to development and maintenance of 
secondary sexual traits and risk of injuries during fights to gain ac-
cess to estrous females (Maklakov & Lummaa, 2013). In support of 
this hypothesis, interspecific comparisons (Clutton-Brock & Isvaran, 
2007; Promislow, 1992) showed that sex differences in adult longev-
ity are smaller and less consistent in monogamous species than in 
polygynous ones, in which male–male competition is more intense. 
However, population-level studies reporting sex differences in sur-
vival costs of reproduction or growth are scarce and mainly limited 
to primates including humans (Bolund, Lummaa, Smith, Hanson, 
& Maklakov, 2016; Hoffman et al., 2008; Penn & Smith, 2007). 
Moreover, such sex differences are more likely to reflect sex biases 
in parental care than the intensity of intrasexual competition.

Horns in bovids and antlers in cervids represent one of the most 
spectacular examples of secondary sexual traits among vertebrates 
(Darwin, 1871). Males carrying large horns or antlers generally have 
higher reproductive success (Coltman, Festa-Bianchet, Jorgenson, & 
Strobeck, 2002; Kruuk et al., 2002; Robinson, Pilkington, Clutton-
Brock, Pemberton, & Kruuk, 2006; Willisch, Biebach, Marreros, 
Ryser-Degiorgis, & Neuhaus, 2015; Newbolt et al., 2017, but see 
Mainguy, Côté, Festa-Bianchet, & Coltman, 2009). The reproductive 
benefits of large horns and antlers derive from advantages during 
male–male combats (Lincoln, 1994). In addition, these weapons may 
provide an honest signal of male quality for choosy females (Ezenwa 
& Jolles, 2008; Vanpé et al., 2007). While antler possession by fe-
males is restricted only to Rangifer (reindeer and caribou), horns 
are present in females of about two-third of bovid species. Female 
horns may have evolved through natural selection by conferring an 
advantage in predator defense or resource competition (Stankowich 
& Caro, 2009). Alternatively, horns in females could be nonadaptive 
and persist due to common genetic machinery in both sexes (Lande, 
1980). Sexual selection favoring increased trait size in males can re-
sult in a correlated response in females that reduces female fitness 
(Bonduriansky & Chenoweth, 2009). There was evidence of sexually 
antagonistic selection on horn size in Soay sheep Ovis aries (Robinson 
et al., 2006) but not bighorn sheep Ovis canadensis (Poissant, Wilson, 
Festa-Bianchet, Hogg, & Coltman, 2008).

Empirical evidence for a negative relationship between horn 
growth and natural survival is scarce (see Table 1 in Lemaître et al., 
2018). Previous studies have mainly focused on species with a high 
level of sexual dimorphism (e.g., Soay sheep, Robinson et al., 2006; 
bighorn sheep, Bonenfant, Pelletier, Garel, & Bergeron, 2009; Alpine 
ibex Capra ibex, Bergeron, Festa-Bianchet, Hardenberg, & Bassano, 
2008; Toïgo, Gaillard, & Loison, 2013). Few studies have investigated 
similar relationships in species with low sexual size dimorphism, 

possibly because limited horn length is unlikely to impose major 
energetic costs. However, recent studies in the weakly dimorphic 
Alpine chamois (Rupicapra rupicapra) showed nonsignificant trends 
toward decreased longevity with increasing horn growth in males 
and females (Bleu, Loison, & Toïgo, 2014; Corlatti, Storch, Filli, & 
Anderwald, 2017). Such relationships may be stronger in populations 
experiencing poor environmental conditions, as reported for survival 
costs of reproduction (Cohen, Coste, Li, Bourg, & Pavard, 2019).

Here, we investigate the relationships between horn growth 
and survival in a wild population of Pyrenean chamois (Rupicapra 
pyrenaica) living at persistent high density. The Pyrenean chamois 
is a long-lived (up to 21 years of age, Gonzalez & Crampe, 2001), 
medium-sized (about 25 kg, Pépin, Faivre, & Menaut, 1996), moun-
tain-dwelling ungulate that closely resembles Alpine chamois by 
many aspects of anatomy, behavior, and life history. Data on pa-
ternity adequate to estimate the opportunity for sexual selection 
are lacking in chamois (Corlatti et al., 2015), but the limited sexual 
size dimorphism (Rughetti & Festa-Bianchet, 2011b) and absence 
of sex differences in adult survival (Loison, Festa-bianchet, Gaillard, 
Jorgenson, & Jullien, 1999) suggest a lower opportunity for sex-
ual selection than in highly polygynous ungulates such as red deer 
(Cervus elaphus) and bighorn sheep (Vanpé et al., 2008).

After describing horn growth in both sexes, we examined sex-spe-
cific relationships between horn growth during the first 5 years of life 
and later survival. To do this, we considered three survival metrics: 
the probability of reaching 9 years of age (metric for medium-term 
survival), the probability of reaching 15 years of age (conditional on 
having survived to age 9; metric for long-term survival), and longev-
ity. We also tested for an effect of early horn growth (measured as 
horn growth in the first 2 years of life), relative late horn growth (see 
methods for further details), and their interaction on survival.

2  | MATERIAL S AND METHODS

2.1 | The study population and data collection

The study was carried out in the Cauterets valley within the 
Pyrenees National Park, France (42°45′–42°55′N, 0°05′-0°15′W). 
This area stretches over 10,200 ha between 890 and 3,298 m. The 
climate is oceanic alpine, and most winter precipitation falls as 
snow above 1,300 m. There are neither large predators nor hunt-
ing. The population density was high, reaching 10 animals/km2  
in summer and 80 animals/km2 in winter on the main winter area, 
leading to a stable population living close to carrying capacity 
(Crampe et al., 2007). As a result, age at first reproduction was 
delayed and reproductive success was lower at any age com-
pared to another population of Pyrenean chamois (Bazès) living 
at lower density (Crampe et al., 2006). The population was mainly 
monitored by one person (J-P.C) who searched for skulls of dead 
animals from 1987 to 2015. Some skulls were also occasionally 
found by other park rangers. Most of the skulls (87%) were col-
lected during winter in a core area of 1,400 ha encompassing most 
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of the winter grounds of the population. Each year, this core area 
was searched once or twice a week along fixed transects, from 
November to April. Winter home ranges are shared by males and 
females. Thus, we assumed that the probability of finding skulls 
was equal for the two sexes (Gonzalez & Crampe, 2001). Outside 
winter, when chamois substantially increase their range, dead ani-
mals were sought over the entire area in a less systematic way, for 
example, by observing the activity of predators and scavengers. 
Because the skulls of animals aged ≤2 years old are smaller, lighter, 
and less sturdy than those of adults, they are more likely to be 
destroyed or carried off by predators and scavengers (Gonzalez 
& Crampe, 2001). In the survival analyses, we only used horns of 
individuals that lived more than 4.5 years. These horns are large 
enough to assume that the size bias for finding horns is nonexist-
ent (for a similar argument, see Loehr, Carey, Hoefs, Suhonen, & 
Ylönen, 2007). We therefore consider that a random sample of all 
horns, independently of their length, is present in the collection.

For every skull recovered, the same person (J.-P.C) took several 
measures. In temperate areas, horns stop growing in winter leading 
to a pattern of rings called annuli. Longevity can be accurately deter-
mined by counting the annuli (Schröder & Elsner-Schak, 1985). Annual 
horn increments were measured on the outside curve of the right horn 
using a flexible measuring tape. Length was taken for first five incre-
ments because horn growth reduces to a few millimeters per year after 
4.5 years of age. The measure of horn length we have used throughout 
the paper thus corresponds to the sum of first five increments (growth 
between birth and 4.5 years). Broken horns were not measured and, in 
this species with hook-shaped horns (Figure 1), horn tip wear is con-
sidered to be negligible, although it would be informative to quantify 
wear using repeated measures of horn length on the same individuals 
at different ages. Horn morphology allowed distinguishing the sexes. 
The horn base is thicker and the apical hook more pronounced in males 
than in females (Blagojević & Milošević-Zlatanović, 2014; Gonzalez & 

Crampe, 2001). When death was recent, the sex was confirmed from 
the genitalia.

2.2 | Statistical analyses

We first ran linear mixed models using the “nlme” library (Pinheiro, 
Bates, DebRoy, Sarkar, & R Core Team, 2013) in R v. 3.5.1 (http://
www.r-proje ct.org) to explore the variation in increment length 
as a function of age (factor), sex, and their interaction. Individual 
identity was fitted as a random effect to account for noninde-
pendence of increments from the same individual. We used all 
individuals in the larger data set for which those data were avail-
able (1,760 measures for 253 males and 208 females). Because it is 
difficult to distinguish horn growth in the first and second year of 
life in chamois, we combined the first two increments (L1-L2, see 
Corlatti et al., 2017; Rughetti & Festa-Bianchet, 2011a for a similar 
procedure). To test whether absolute late horn growth was asso-
ciated with early horn growth, we fitted a linear model for each 
sex with log-transformed sum of increments 3, 4, and 5 (L3-L5) as 
a function of log-transformed L1-L2. We also examined whether 
log-transformed horn length was correlated with log-transformed 
L1-L2.

To assess the relationships between horn length and survival, we 
calculated three metrics: longevity, probability of reaching 9 years of 
age, and probability of reaching 15 years of age. This last metric was 
conditional, that is, it measures the probability that individuals will 
survive to age 15 given that they have already survived to age 9. We 
chose 9 and 15 years of age as thresholds because they correspond to 
first and third quartile of longevity respectively, allowing us to assess 
medium- and long-term survival impacts. In addition, 9 years is the 
age at which female survival starts to decrease in this species (Loison 
et al., 1999). Survival metrics were analyzed with generalized linear 

F I G U R E  1   Pyrenean chamois in the 
study area (left: female; right: male). 
Photography credit: J-P.C

http://www.r-project.org
http://www.r-project.org
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mixed models (GLMMs). Longevity was fitted with a Poisson distribu-
tion as there was no evidence of overdispersion or underdispersion in 
data. We modeled the probabilities of reaching 9 and 15 years with a 
binomial distribution. Each model included fixed effects of sex, horn 
length, and their interaction, as well as the random effect of cohort. 
These models estimate values of the sex-specific effects of horn 
length, as well as sex differences in these relationships. Longevity 
and horn length were available for 409 individuals aged ≥5 years (228 
males and 181 females). Details of sample sizes are in Figure 2.

To test for survival costs of age-specific horn growth, we used 
GLMMs to model each survival metric described above as a func-
tion of early horn growth (L1-L2), relative late horn growth (see 
definition below), and their interaction. We conducted separate 
analyses for males and females to avoid the difficulty of providing 
a biological interpretation of a three-way interaction. We defined 
relative late horn growth as the residuals of the regression between 
log-transformed L1-L2 and log-transformed L3-L5: A negative 
value means that individuals grow more slowly than average be-
yond 1.5 years of age, while a positive value means that individuals 
experience a higher than average growth beyond 1.5 years of age.

We reported standardized regression coefficients (β) obtained 
by centering and scaling (mean = 0, variance = 1) all continuous ex-
planatory variables in order to assess effect sizes. Centering enables 
also interpretation of the main effects involved in an interaction 
(Schielzeth, 2010).

3  | RESULTS

3.1 | Horn growth trajectories

Males had consistently longer increments than females (Figure 3a), 
but there was an interaction between sex and age on annual horn 

growth (F3, 1293 = 90.98, p < .001). Between the age of 1.5 and 4.5, 
horn increased by an average of 5.2 cm (49%) in females and 6.9 cm 
(53%) in males (Figure 3b). A negative relationship between the 
first two increments (L1-L2) and the three subsequent increments 
was observed both in males (on a log-scale, β ± SE = −0.77 ± 0.09, 
p < .001, Figure 4a) and females (on a log-scale, β = −0.84 ± 0.13, 
p < .001, Figure 4b), and the difference between the slopes for the 
two sexes was not significantly different (β = 0.06 ± 0.15, p = .68). 
Despite this, horn length (L1–L5) was positively correlated with 
L1-L2 in males (on a log-scale, β = 0.36 ± 0.03, p < .001) and females 
(on a log-scale, β = 0.39 ± 0.04, p < .001).

3.2 | Sex-specific relationships between horn 
length and survival metrics

In males, horn length was not associated with longevity 
(β = −0.027 ± 0.031, p = .39, Figure 5a) or probability of reaching age 
15 | survived to age 9 (β = 0.20 ± 0.25, p = .44, Figure 5c). However, 
growing long horns strongly reduced the probability of reaching 
9 years of age (β = −1.01 ± 0.40, p = .01, Figure 5b). In females, there 
was no evidence that horn length was an important predictor of lon-
gevity (β = −0.044 ± 0.037, p = .23, Figure 5a) or probability of reaching 
9 years of age (β = −0.058 ± 0.40, p = .88, Figure 5b). Females with long 
horns that survived to age 9 only tended to have a lower probability of 
reaching 15 years of age (β = −0.54 ± 0.31, p = .08, Figure 5c).

3.3 | Sex differences in the relationships between 
horn length and survival metrics

Formal comparison of the sex-specific estimates suggests that 
the relationships between horn length and probability of reaching 

F I G U R E  2   Details of sample sizes for analyses of survival. The number of male and female Pyrenean chamois per (a) age class and (b) per 
cohort is shown
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9 and 15 years of age tended to differ between sexes (9 years: 
β = −0.95 ± 0.56, p = .09; 15 years: β = 0.73 ± 0.40, p = .07). There 
was no trend for sex differences in the relationship between horn 
length and longevity (β = 0.017 ± 0.048, p = .72).

3.4 | Sex-specific relationships between early/late 
horn growth and survival metrics

In both sexes, we found no interaction between L1–L2 and relative 
late horn growth on longevity, and probabilities of reaching 9 and 
15 years of age (Table 1). In males, faster growth both early and late 

in the growing period tended to be associated with a lower probabil-
ity of reaching 9 years of age (Table 1).

4  | DISCUSSION

Using a large and representative sample of an unhunted population 
of Pyrenean chamois (see Section 2), we found that males and fe-
males of this weakly dimorphic species were able to grow long horns 
without any apparent costs in terms of longevity. However, there 
was evidence of a negative relationship between horn length and 
probability of reaching 9 years of age in males. These results, which 

F I G U R E  3   Box plots showing (a) annual increments and (b) cumulative increments of horn growth of male and female Pyrenean chamois. 
The first two increments (L1–L2) were formed between birth and 1.5 years, and increment 3 (L3) grew between 1.5 and 2.5 years, etc

F I G U R E  4   Relationship between the first two increments (L1–L2) and the three subsequent increments (from L3 to L5) on a log-scale in 
(a) male and (b) female Pyrenean chamois. Residuals (marked by the dashed lines) correspond to relative late horn growth
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may seem contradictory at first glance, show that a set of survival 
metrics can be needed for reliable assessment of the costs and ben-
efits of particular evolutionary tactics.

Our study provides rare evidence that large horns are associated 
with decreased survival. Trade-offs play a central role in evolutionary 
biology but remain difficult to document (Roff & Fairbairn, 2007). A 
meta-analysis based on numerous studies and species of birds, in-
sects, and fish has shown that males with larger ornaments or weap-
ons, larger body size, or higher rates of courtship generally showed 
greater survival or longevity (Jennions, Møller, & Petrie, 2001). Such 
positive co-covariations can arise when the relative variation in re-
source acquisition exceeds the relative variation in resource alloca-
tion among individuals (van Noordwijk & de Jong, 1986). In addition, 
trade-offs may only be evident under poor environmental conditions 

(Cohen et al., 2019). In large herbivores, poor environmental condi-
tions can originate from multiple and often inter-related factors such 
as high density, harsh weather, and low food availability. Density is 
particularly high in our population of chamois that has been at or close 
to carrying capacity since the 1980s. A recent study found no signif-
icant effect of early horn growth (L1–L2) on longevity in a protected 
population of Alpine chamois (Corlatti et al., 2017), possibly because 
population density relative to resource levels was not high enough. 
Our results also show that longevity does not necessarily capture the 
mortality pattern during early adulthood. The lack of an overall effect 
on longevity is a consequence of the divergent responses of survival 
with age. With an increase in horn length, a lower proportion of males 
survived to 9 years whereas among survivors the probability of reach-
ing 15 years slightly increased, although not significantly so. Similarly, 

F I G U R E  5   Effects of horn length on (a) longevity, (b) probability of reaching 9 years of age, and (c) probability of reaching 15 years 
(conditional on having survived to age 9) for males and females Pyrenean chamois. Dashed lines represent standard errors around model's 
predictions. In panel a, points indicate raw data. In panels b and c, circles (of different size according to the sample size) indicate average 
survival probabilities for each class of 1-cm horn length
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in the weakly dimorphic roe deer, a strong allocation to antler growth 
for a given mass decreased the probability of surviving beyond 6 years 
of age in males, while no relationship occurred for longevity (Lemaître 
et al., 2018). Together with this last study, our results support the idea 
that a negative relationship between weapon size and survival can 
arise in species where sexual selection is relatively weak. By contrast, 
early horn growth is generally not related to age-specific survival in 
highly sexually dimorphic ungulates (Bergeron et al., 2008; Bonenfant 
et al., 2009; Toïgo et al., 2013). The capacity to detect survival cost of 
growing long horns may depend more on environmental conditions 
experienced by the population than on intensity of sexual selection.

Our study is based on correlational evidence, and correlation 
does not imply causation. In males of large sexually dimorphic her-
bivores, horns can be energetically costly to produce and carry. For 
instance, in bighorn sheep, horns can represent more than 15% of 
a ram's body mass (Blood, Flook, & Wishart, 1970) and are a major 
source of heat loss during winter (Picard, Thomas, Festa-Bianchet, 
& Lanthier, 1994). However, both male and female chamois carry 
small horns that seem unlikely to have a direct effect on survival. In 
line with this view, survival of individuals whose horns grew faster 
than “normal” after a poor early horn growth was similar to that 
observed in other individuals. Indeed, there was no interaction be-
tween early horn growth and relative late horn growth on survival. 
The causal mechanisms underlying the negative correlation between 
horn length and probability of reaching 9 years of age in males may 
take several forms but are not yet understood. Young males with 
longer horns may suffer cost of increased early reproductive ef-
fort. Male chamois become reproductively active at about 4.5 years 
of age (Garel et al., 2009). In a population of Alpine chamois, the 
youngest successful male was 6 years at the time of conception, 
although the evidence should be treated with some caution given 
the small sample size (Corlatti et al., 2015). Territorial males have 
a greater reproductive success than nonterritorial ones (Corlatti et 
al., 2015). During the rut, territorial males defend small clustered 

territories by excluding rival males and defending estrous females 
(Von Hardenberg, Bassano, Peracino, & Lovari, 2000). During com-
bat, male chamois generally gore the body regions with greater 
risk of lethal injury such as the throat or abdomen (Locati & Lovari, 
1990). A study (Corlatti et al., 2012) found no evidence that territo-
rial males have larger horns than nonterritorial males, but this may 
reflect a lack of statistical power given the small sample size (n = 19). 
Fighting experience is important in a large range of taxa (Hsu, Earley, 
& Wolf, 2006), and this may be the case in chamois because agil-
ity and strength are thought be important factors determining fight 
outcome (Rughetti & Festa-Bianchet, 2010). Male chamois with 
large horns may engage in competition for mating at an early age 
with higher risk of getting hurt due to their lack of experience. In ad-
dition to increased risk injury, male chamois during early adulthood 
may be exposed to additional costs of mating: an earlier depletion of 
their body fat reserves and a higher parasite burden (Schaschl et al., 
2012). These hypotheses remain highly speculative in the absence 
of relevant data on age-specific male mating effort or reproductive 
success in chamois. Another possibility is that males carrying large 
horns may suffer greater costs of attaining large body size, but adult 
horn length was mostly independent of body mass in Alpine chamois 
(Rughetti & Festa-Bianchet, 2010).

We found no evidence for survival costs in females, apart from a 
tendency for those reaching the age of 9 and with long horns to have 
a lower probability of reaching 15 years of age. A similar tendency 
is found among older Alpine female chamois (Bleu et al., 2014). 
Ornaments and weapons can influence access to food resources 
via social interactions (Tobias, Montgomerie, & Lyon, 2012). For in-
stance, in Soay sheep, horned females are more likely to initiate and 
win aggressive interactions than hornless ones (Robinson & Kruuk, 
2007). In chamois, female dominance rank was correlated with age, 
body mass, and horn length, although that mass seems be the most 
important determinant (Locati & Lovari, 1991). The advantage in 
competition over resources may translate into reproductive benefits. 

 

L1−2 Late horn growth
L1–L2 × Late horn 
growth

β ± SE p β ± SE p β ± SE p

Male

Longevity −0.01 ± 0.02 .51 −0.02 ± 0.02 .29 −0.02 ± 0.02 .30

Pr (surviving to 
age 9)

−0.44 ± 0.24 .06 −0.43 ± 0.24 .08 −0.04 ± 0.20 .83

Pr (surviving 
to age 15 | 
survived to 9)

0.12 ± 0.15 .41 0.08 ± 0.15 .56 −0.04 ± 0.12 .76

Female

Longevity −0.03 ± 0.02 .15 −0.01 ± 0.02 .54 0.01 ± 0.02 .61

Pr (surviving to 
age 9)

−0.23 ± 0.21 .28 0.07 ± 0.22 .74 0.07 ± 0.22 .77

Pr (surviving 
to age 15 | 
survived to 9)

−0.13 ± 0.19 .50 −0.32 ± 0.20 .11 0.25 ± 0.21 .23

TA B L E  1   Effects (±standard error) 
of the first two increments (L1–2), 
relative late horn growth (residuals of 
the regression between log-transformed 
L1–L2 and log-transformed L3–L5, Figure 
4), and their interaction on longevity and 
probability of reaching 9 or 15 years of 
age in male and female adult Pyrenean 
chamois
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Female Alpine chamois with strong early horn growth attained 
primiparity early and horn growth was positively correlated with 
reproduction during senescence stage (Rughetti & Festa-Bianchet, 
2011a). Large-horned females may thus allocate more resources to 
reproduction, but at the cost of survival at old ages. Although recent 
studies in female chamois show no clear evidence of reproductive 
costs in any age class (Morin, Rughetti, Rioux-Paquette, & Festa-
Bianchet, 2016; Tettamanti, Grignolio, Filli, Apollonio, & Bize, 2015), 
such costs may only be evident in populations experiencing poor en-
vironmental conditions.

Our results are highly relevant to management and con-
servation of large herbivores. By removing large-horned males 
before they obtain high reproductive success, trophy hunters in-
duced a rapid evolution of reduced horn growth in bighorn sheep 
(Pigeon, Festa-Bianchet, Coltman, & Pelletier, 2016). Although 
it is extremely difficult to obtain data allowing tests of potential 
evolutionary changes of weapon size in response to selective har-
vesting, decreases in horn size consistent with evolutionary conse-
quences of trophy hunting have been reported for five species of 
ungulates (Festa-Bianchet & Mysterud, 2018). In chamois, if tro-
phy hunting partly reflects natural mortality, this species would 
be less susceptible to evolutionary consequences of selective 
harvesting. Temporal declines in both horn length and body mass 
reported in several populations of chamois (Corlatti et al., 2017; 
Mason, Willis, Chirichella, Apollonio, & Stephens, 2014; Rughetti 
& Festa-Bianchet, 2012) appear to be caused by climate change, 
rather than selective hunting.

ACKNOWLEDG MENTS
We thank the Pyrenees National Park for having made this study pos-
sible. We warmly thank Lucille Palazy, Jean-François Lemaître, Jean-
Michel Gaillard and Christophe Pélabon, Marco Festa-Bianchet, and 
an anonymous reviewer for helpful and constructive comments on 
earlier versions of this manuscript.

CONFLIC T OF INTERE S T
None declared.

AUTHORS’  CONTRIBUTIONS
M.D., A.L., and C.B. designed the study. J.P.C. collected the data. 
M.D. analyzed the data and wrote the manuscript, with contribu-
tions from all authors.

DATA AVAIL ABILIT Y S TATEMENT
The data supporting the analyses are available from the Dryad 
Digital Repository. https ://doi.org/10.5061/dryad.w3r22 80m4.

ORCID
Mathieu Douhard  https://orcid.org/0000-0001-9422-7270 

R E FE R E N C E S
Andersson, M. B. (1994). Sexual selection. Princeton, NJ: Princeton 

University Press.

Austad, S. N., & Fischer, K. E. (2016). Sex differences in lifespan. 
Cell Metabolism, 23, 1022–1033. https ://doi.org/10.1016/j.
cmet.2016.05.019

Bergeron, P., Festa-Bianchet, M., von Hardenberg, A., & Bassano, B. 
(2008). Heterogeneity in male horn growth and longevity in a 
highly sexually dimorphic ungulate. Oikos, 117, 77–82. https ://doi.
org/10.1111/j.2007.0030-1299.16158.x

Blagojević, M., & Milošević-Zlatanović, S. (2014). Sexual shape dimor-
phism in Alpine chamois (Rupicapra rupicapra) horns: How horn cur-
vature could be used in sex identification? Mammalia, 79, 91–100. 
https ://doi.org/10.1515/mamma lia-2013-0055

Bleu, J., Gamelon, M., & Sæther, B. E. (2016). Reproductive costs in ter-
restrial male vertebrates: Insights from bird studies. Proceedings of the 
Royal Society B-Biological Sciences, 283, 1–9. https ://doi.org/10.1098/
rspb.2015.2600

Bleu, J., Loison, A., & Toïgo, C. (2014). Is there a trade-off between horn 
growth and survival in adult female chamois? Biological Journal of the 
Linnean Society, 113, 516–521. https ://doi.org/10.1111/bij.12351 

Blood, D. A., Flook, D. R., & Wishart, W. D. (1970). Weights and growth of 
Rocky Mountain bighorn sheep in western Alberta. Journal of Wildlife 
Management, 34, 451–455. https ://doi.org/10.2307/3799032

Bolund, E., Lummaa, V., Smith, K. R., Hanson, H. A., & Maklakov, A. A. 
(2016). Reduced costs of reproduction in females mediate a shift 
from a male-biased to a female-biased lifespan in humans. Scientific 
Reports, 6, 1–9. https ://doi.org/10.1038/srep2 4672

Bonduriansky, R., & Chenoweth, S. F. (2009). Intralocus sexual conflict. 
Trends in Ecology & Evolution, 24, 280–288. https ://doi.org/10.1016/j.
tree.2008.12.005

Bonenfant, C., Pelletier, F., Garel, M., & Bergeron, P. (2009). Age-
dependent relationship between horn growth and survival in 
wild sheep. Journal of Animal Ecology, 78, 161–171. https ://doi.
org/10.1111/j.1365-2656.2008.01477.x

Clutton-Brock, T. H. (2009). Sexual selection in females. Animal Behavior, 
77, 3–11. https ://doi.org/10.1016/j.anbeh av.2008.08.026

Clutton-Brock, T. H., & Isvaran, K. (2007). Sex differences in ageing in 
natural populations of vertebrates. Proceedings of the Royal Society 
B-Biological Sciences, 274, 3097–3104. https ://doi.org/10.1098/
rspb.2007.1138

Cody, M. L. (1966). A general theory of clutch size. Evolution, 20, 174–
184. https ://doi.org/10.1111/j.1558-5646.1966.tb033 53.x

Cohen, A. A., Coste, C. F. D., Li, X. Y., Bourg, S., & Pavard, S. (2019). Are 
trade-offs really the key drivers of ageing and life span?  Functional 
Ecology, 34, 153–166. https ://doi.org/10.1111/1365-2435.13444 

Coltman, D. W., Festa-Bianchet, M., Jorgenson, J. T., & Strobeck, C. 
(2002). Age-dependent sexual selection in bighorn rams. Proceedings 
of the Royal Society of London. Series B. Biological Sciences, 269, 
165–172.

Corlatti, L., Bassano, B., Poláková, R., Fattorini, L., Pagliarella, M. C., & 
Lovari, S. (2015). Preliminary analysis of reproductive success in a 
large mammal with alternative mating tactics, the Northern cham-
ois, Rupicapra rupicapra. Biological Journal of the Linnean Society, 116, 
117–123.

Corlatti, L., Béthaz, S., von Hardenberg, A., Bassano, B., Palme, R., & 
Lovari, S. (2012). Hormones, parasites and male mating tactics in 
Alpine chamois: Identifying the mechanisms of life history trade-
offs. Animal Behaviour, 84, 1061–1070.

Corlatti, L., Storch, I., Filli, F., & Anderwald, P. (2017). Does selection 
on horn length of males and females differ in protected and hunted 
populations of a weakly dimorphic ungulate? Ecology and Evolution, 7, 
3713–3723. https ://doi.org/10.1002/ece3.2963

Crampe, J.-P., Bon, R., Gerard, J.-F., Serrano, E., Caens, P., Florence, E., 
& Gonzalez, G. (2007). Site fidelity, migratory behaviour, and spatial 
organization of female isards (Rupicapra pyrenaica) in the Pyrenees 
National Park, France. Canadian Journal of Zoology, 85, 16–25. https 
://doi.org/10.1139/z06-185

https://doi.org/10.5061/dryad.w3r2280m4
https://orcid.org/0000-0001-9422-7270
https://orcid.org/0000-0001-9422-7270
https://doi.org/10.1016/j.cmet.2016.05.019
https://doi.org/10.1016/j.cmet.2016.05.019
https://doi.org/10.1111/j.2007.0030-1299.16158.x
https://doi.org/10.1111/j.2007.0030-1299.16158.x
https://doi.org/10.1515/mammalia-2013-0055
https://doi.org/10.1098/rspb.2015.2600
https://doi.org/10.1098/rspb.2015.2600
https://doi.org/10.1111/bij.12351
https://doi.org/10.2307/3799032
https://doi.org/10.1038/srep24672
https://doi.org/10.1016/j.tree.2008.12.005
https://doi.org/10.1016/j.tree.2008.12.005
https://doi.org/10.1111/j.1365-2656.2008.01477.x
https://doi.org/10.1111/j.1365-2656.2008.01477.x
https://doi.org/10.1016/j.anbehav.2008.08.026
https://doi.org/10.1098/rspb.2007.1138
https://doi.org/10.1098/rspb.2007.1138
https://doi.org/10.1111/j.1558-5646.1966.tb03353.x
https://doi.org/10.1111/1365-2435.13444
https://doi.org/10.1002/ece3.2963
https://doi.org/10.1139/z06-185
https://doi.org/10.1139/z06-185


     |  2801DOUHARD et Al.

Crampe, J.-P., Loison, A., Gaillard, J.-M., Florence, E., Caens, P., & 
Appolinaire, J. (2006). Monitoring of the reproduction in isard fe-
males (Rupicapra pyrenaica pyrenaica) in a non-hunted population 
and demographic consequences. Canadian Journal of Zoology, 84, 
1263–1268.

Darwin, C. (1871). The descent of man and selection in relation to sex. 
London, UK: John Murray.

Ezenwa, V. O., & Jolles, A. E. (2008). Horns honestly advertise parasite 
infection in male and female African buffalo. Animal Behavior, 75, 
2013–2021. https ://doi.org/10.1016/j.anbeh av.2007.12.013

Festa-Bianchet, M., & Mysterud, A. (2018). Hunting and evolution: 
Theory, evidence, and unknowns. Journal of Mammalogy, 99, 
1281–1292.

Gaillard, J.-M., Festa-Bianchet, M., Yoccoz, N. G., Loison, A., & Toïgo, C. 
(2000). Temporal variation in fitness components and population dy-
namics of large herbivores. Annual Review of Ecology and Systematics, 
31, 367–393. https ://doi.org/10.1146/annur ev.ecols ys.31.1.367

Garel, M., Loison, A., Jullien, J.-M., Dubray, D., Maillard, D., & Gaillard, J.-M. 
(2009). Sex-specific growth in alpine chamois. Journal of Mammalogy, 
90, 954–960. https ://doi.org/10.1644/08-MAMM-A-287.1

Gonzalez, G., & Crampe, J.-P. (2001). Mortality patterns in a protected 
population of isards (Rupicapra pyrenaica pyrenaica). Canadian Journal 
of Zoology, 79, 2072–2079.

Hamel, S., Gaillard, J.-M., Yoccoz, N. G., Loison, A., Bonenfant, 
C., & Descamps, S. (2010). Fitness costs of reproduction 
depend on life speed: Empirical evidence from mamma-
lian populations. Ecology Letters, 13, 915–935. https ://doi.
org/10.1111/j.1461-0248.2010.01478.x

Hoffman, C. L., Ruiz-Lambides, A. V., Davila, E., Maldonado, E., 
Gerald, M. S., & Maestripieri, D. (2008). Sex differences in sur-
vival costs of reproduction in a promiscuous primate. Behavioral 
Ecology and Sociobiology, 62, 1711–1718. https ://doi.org/10.1007/
s00265-008-0599-z

Hsu, Y., Earley, R. L., & Wolf, L. L. (2006). Modulation of aggressive be-
haviour by fighting experience: Mechanisms and contest outcomes. 
Biological Reviews, 81, 33–74. https ://doi.org/10.1017/S1464 79310 
500686X

Jennions, M. D., Møller, A. P., & Petrie, M. (2001). Sexually selected traits 
and adult survival: A meta-analysis. The Quarterly Review of Biology, 
76, 3–36. https ://doi.org/10.1086/393743

Kirkwood, T. B. L., & Rose, M. R. (1991). Evolution of senescence: Late 
survival sacrificed for reproduction. Philosophical Transactions of the 
Royal Society of London. Series B, Biological Sciences, 332, 15–24.

Kroeger, S. B., Blumstein, D. T., Armitage, K. B., Reid, J. M., & Martin, J. 
G. A. (2018). Cumulative reproductive costs on current reproduction 
in a wild polytocous mammal. Ecology and Evolution, 8, 11543–11553. 
https ://doi.org/10.1002/ece3.4597

Kruuk, L. E. B., Slate, J., Pemberton, J. M., Brotherston, S., Guinness, F. E.,  
& Clutton-Brock, T. H. (2002). Antler size in red deer: Heritability 
and selection but no evolution. Evolution, 56, 1683–1695. https ://doi.
org/10.1111/j.0014-3820.2002.tb014 80.x

Lande, R. (1980). Sexual dimorphism, sexual selection, and adaptation in 
polygenic characters. Evolution, 34, 292–305.

Lemaître, J.-F., Berger, V., Bonenfant, C., Douhard, M., Gamelon, M., Plard, 
F., & Gaillard, J.-M. (2015). Early-late life trade-offs and the evolu-
tion of ageing in the wild. Proceedings of the Royal Society B-Biological 
Sciences, 282, 20150209. https ://doi.org/10.1098/rspb.2015.0209

Lemaître, J.-F., Cheynel, L., Douhard, F., Bourgoin, G., Débias, F., Ferté, 
H., … Gaillard, J.-M. (2018). The influence of early-life allocation to 
antlers on male performance during adulthood: Evidence from con-
trasted populations of a large herbivore. Journal of Animal Ecology, 87, 
921–932. https ://doi.org/10.1111/1365-2656.12833 

Lincoln, G. A. (1994). Teeth, horns and antlers: The weapons of sex. In 
R. V. Short & E. Balaban (Eds.), The differences between the sexes (pp. 
131–158). Cambridge, UK: Cambridge University Press.

Locati, M., & Lovari, S. (1990). Sexual differences in aggressive be-
haviour of the Apennine chamois. Ethology, 84, 295–306. https ://doi.
org/10.1111/j.1439-0310.1990.tb008 04.x

Locati, M., & Lovari, S. (1991). Clues for dominance in female chamois: 
Age, weight or horn size? Aggressive Behavior, 17, 11–15.

Loehr, J., Carey, J., Hoefs, M., Suhonen, J., & Ylönen, H. (2007). Horn 
growth rate and longevity: Implications for natural and artificial se-
lection in thinhorn sheep (Ovis dalli). Journal of Evolutionary Biology, 
20, 818–828. https ://doi.org/10.1111/j.1420-9101.2006.01272.x

Loison, A., Festa-Bianchet, M., Gaillard, J.-M., Jorgenson, J. T., & Jullien, 
J.-M. (1999). Age-specific survival in five populations of ungulates: 
Evidence of senescence. Ecology, 80, 2539–2554. https ://doi.org/10.
1890/0012-9658(1999)080[2539:ASSIF P]2.0.CO;2

Mainguy, J., Côté, S. D., Festa-Bianchet, M., & Coltman, D. W. (2009). 
Father-offspring phenotypic correlations suggest intralocus sexual 
conflict for a fitness-linked trait in a wild sexually dimorphic mam-
mal. Proceedings of the Royal Society B-Biological Sciences, 276, 4067–
4075. https ://doi.org/10.1098/rspb.2009.1231

Maklakov, A. A., & Lummaa, V. (2013). Evolution of sex differences in 
lifespan and aging: Causes and constraints. BioEssays, 35, 717–724. 
https ://doi.org/10.1002/bies.20130 0021

Mason, T. H. E., Willis, S. G., Chirichella, R., Apollonio, M., & Stephens, 
P. A. (2014). Environmental change drives long-term body mass de-
clines in an alpine mammal. Frontiers in Zoology, 11, 1–13.

Møller, A. P. (1996). The cost of secondary sexual characters and the 
evolution of cost-reducing traits. Ibis, 138, 112–119. https ://doi.
org/10.1111/j.1474-919X.1996.tb043 17.x

Morin, A., Rughetti, M., Rioux-Paquette, S., & Festa-Bianchet, M. 
(2016). Older conservatives: Reproduction in female Alpine chamois 
(Rupicapra rupicapra) is increasingly risk-averse with age. Canadian 
Journal of Zoology, 94, 311–321.

Moyes, K., Coulson, T., Morgan, B. J. T., Donald, A., Morris, S. J., & 
Clutton-Brock, T. H. (2006). Cumulative reproduction and sur-
vival costs in female red deer. Oikos, 115, 241–252. https ://doi.
org/10.1111/j.2006.0030-1299.15200.x

Newbolt, C. H., Acker, P. K., Neuman, T. J., Hoffman, S. I., Ditchkoff, S. 
S., & Steury, T. D. (2017). Factors influencing reproductive success in 
male white-tailed deer. Journal of Wildlife Management, 81, 206–217. 
https ://doi.org/10.1002/jwmg.21191 

Penn, D. J., & Smith, K. R. (2007). Differential fitness costs of repro-
duction between the sexes. Proceedings of the National Academy of 
Sciences of the United States of America, 104, 553–558. https ://doi.
org/10.1073/pnas.06093 01103 

Pépin, D., Faivre, R., & Menaut, P. (1996). Factors affecting the relation-
ship between body mass and age in the izard. Journal of Mammalogy, 
77, 351–358. https ://doi.org/10.2307/1382807

Picard, K., Thomas, D. W., Festa-Bianchet, M., & Lanthier, C. (1994). 
Bovid horns – An important site for heat-loss during winter. Journal 
of Mammalogy, 75, 710–713. https ://doi.org/10.2307/1382520

Pigeon, G., Festa-Bianchet, M., Coltman, D. W., & Pelletier, F. (2016). 
Intense selective hunting leads to artificial evolution in horn size. 
Evolutionary Applications, 9, 521–530. https ://doi.org/10.1111/
eva.12358 

Pinheiro, J., Bates, D., DebRoy, S., Sarkar, D., & R Core Team (2013). nlme: 
Linear and nonlinear mixed effects models. R package version, 3, 111.

Poissant, J., Wilson, A. J., Festa-Bianchet, M., Hogg, J. T., & Coltman, 
D. W. (2008). Quantitative genetics and sex-specific selection on 
sexually dimorphic traits in bighorn sheep. Proceedings of the Royal 
Society B-Biological Sciences, 275, 623–628. https ://doi.org/10.1098/
rspb.2007.1361

Promislow, D. E. L. (1992). Costs of sexual selection in natural popu-
lations of mammals. Proceedings of the Royal Society B-Biological 
Sciences, 247, 203–210.

Robinson, M. R., & Kruuk, L. E. B. (2007). Function of weaponry in fe-
males: The use of horns in intrasexual competition for resources 

https://doi.org/10.1016/j.anbehav.2007.12.013
https://doi.org/10.1146/annurev.ecolsys.31.1.367
https://doi.org/10.1644/08-MAMM-A-287.1
https://doi.org/10.1111/j.1461-0248.2010.01478.x
https://doi.org/10.1111/j.1461-0248.2010.01478.x
https://doi.org/10.1007/s00265-008-0599-z
https://doi.org/10.1007/s00265-008-0599-z
https://doi.org/10.1017/S146479310500686X
https://doi.org/10.1017/S146479310500686X
https://doi.org/10.1086/393743
https://doi.org/10.1002/ece3.4597
https://doi.org/10.1111/j.0014-3820.2002.tb01480.x
https://doi.org/10.1111/j.0014-3820.2002.tb01480.x
https://doi.org/10.1098/rspb.2015.0209
https://doi.org/10.1111/1365-2656.12833
https://doi.org/10.1111/j.1439-0310.1990.tb00804.x
https://doi.org/10.1111/j.1439-0310.1990.tb00804.x
https://doi.org/10.1111/j.1420-9101.2006.01272.x
https://doi.org/10.1890/0012-9658(1999)080%5B2539:ASSIFP%5D2.0.CO;2
https://doi.org/10.1890/0012-9658(1999)080%5B2539:ASSIFP%5D2.0.CO;2
https://doi.org/10.1098/rspb.2009.1231
https://doi.org/10.1002/bies.201300021
https://doi.org/10.1111/j.1474-919X.1996.tb04317.x
https://doi.org/10.1111/j.1474-919X.1996.tb04317.x
https://doi.org/10.1111/j.2006.0030-1299.15200.x
https://doi.org/10.1111/j.2006.0030-1299.15200.x
https://doi.org/10.1002/jwmg.21191
https://doi.org/10.1073/pnas.0609301103
https://doi.org/10.1073/pnas.0609301103
https://doi.org/10.2307/1382807
https://doi.org/10.2307/1382520
https://doi.org/10.1111/eva.12358
https://doi.org/10.1111/eva.12358
https://doi.org/10.1098/rspb.2007.1361
https://doi.org/10.1098/rspb.2007.1361


2802  |     DOUHARD et Al.

in female Soay sheep. Biology Letters, 3, 651–654. https ://doi.
org/10.1098/rsbl.2007.0278

Robinson, M. R., Pilkington, J. G., Clutton-Brock, T. H., Pemberton, J. M., 
& Kruuk, L. E. B. (2006). Live fast, die young: Trade-offs between 
fitness components and sexually antagonistic selection on weaponry 
in soay sheep. Evolution, 60, 2168–2181.

Roff, D. A., & Fairbairn, D. J. (2007). The evolution of trade-offs: Where 
are we? Journal of Evolutionary Biology, 20, 433–447. https ://doi.
org/10.1111/j.1420-9101.2006.01255.x

Rughetti, M., & Festa-Bianchet, M. (2010). Compensatory growth 
limits opportunities for artificial selection in Alpine cham-
ois. Journal of Wildlife Management, 74, 1024–1029. https ://doi.
org/10.2193/2009-335

Rughetti, M., & Festa-Bianchet, M. (2011a). Effects of early horn 
growth on reproduction and hunting mortality in female 
chamois. Journal of Animal Ecology, 80, 438–447. https ://doi.
org/10.1111/j.1365-2656.2010.01773.x

Rughetti, M., & Festa-Bianchet, M. (2011b). Seasonal changes in sexual 
size dimorphism in northern chamois. Journal of Zoology, 284, 257–
264. https ://doi.org/10.1111/j.1469-7998.2011.00800.x

Rughetti, M., & Festa-Bianchet, M. (2012). Effects of spring-summer 
temperature on body mass of chamois. Journal of Mammalogy, 93, 
1301–1307. https ://doi.org/10.1644/11-MAMM-A-402.1

Schaschl, H., Suchentrunk, F., Morris, D. L., Ben Slimen, H., Smith, S., 
& Arnold, W. (2012). Sex-specific selection for MHC variability in 
Alpine chamois. BMC Evolutionary Biology, 12, 1–10. https ://doi.
org/10.1186/1471-2148-12-20

Schielzeth, H. (2010). Simple means to improve the interpretability of 
regression coefficients. Methods in Ecology and Evolution, 1, 103–113. 
https ://doi.org/10.1111/j.2041-210X.2010.00012.x

Schröder, W., & Elsner-Schak, I. V. (1985). Correct age determination in 
chamois. In S. Lovari (Ed.), The biology and management of mountain 
ungulates (pp. 65–70). London, UK: Croom Helm.

Stankowich, T., & Caro, T. (2009). Evolution of weaponry in female bo-
vids. Proceedings of the Royal Society B-Biological Sciences, 276, 4329–
4334. https ://doi.org/10.1098/rspb.2009.1256

Stearns, S. C. (1992). The evolution of life histories. New York, NY: Oxford 
University Press.

Tettamanti, F., Grignolio, S., Filli, F., Apollonio, M., & Bize, P. (2015). 
Senescence in breeding success of female Alpine chamois (Rupicapra 

rupicapra): The role of female quality and age. Oecologia, 178, 187–
195. https ://doi.org/10.1007/s00442-014-3197-y

Tobias, J. A., Montgomerie, R., & Lyon, B. E. (2012). The evolution of fe-
male ornaments and weaponry: Social selection, sexual selection and 
ecological competition. Philosophical Transactions of the Royal Society 
B Biological Sciences, 367, 2274–2293.

Toïgo, C., Gaillard, J.-M., & Loison, A. (2013). Alpine ibex males grow large 
horns at no survival cost for most of their lifetime. Oecologia, 173, 
1261–1269. https ://doi.org/10.1007/s00442-013-2700-1

van Noordwijk, A. J., & de Jong, G. (1986). Acquisition and allocation 
of resources: Their influences on variation in life history tactics. 
American Naturalist, 128, 137–142.

Vanpé, C., Gaillard, J.-M., Kjellander, P., Mysterud, A., Magnien, P., 
Delorme, D., … Mark Hewison, A. J. (2007). Antler size provides 
an honest signal of male phenotypic quality in roe deer. American 
Naturalist, 169, 481–493. https ://doi.org/10.1086/512046

Vanpé, C., Kjellander, P., Galan, M., Cosson, J.-F., Aulagnier, S., Liberg, O. 
et al (2008). Mating system, sexual dimorphism and the opportunity 
for sexual selection in a territorial ungulate. Behavioral Ecology, 19, 
309–316.

Von Hardenberg, A., Bassano, B., Peracino, A., & Lovari, S. (2000). 
Male Alpine chamois occupy territories at hotspots be-
fore the mating season. Ethology, 106, 617–630. https ://doi.
org/10.1046/j.1439-0310.2000.00579.x

Williams, G. C. (1966). Natural selection, the costs of reproduction, and 
a refinement of Lack’s principle. American Naturalist, 100, 690–697.

Willisch, C. S., Biebach, I., Marreros, N., Ryser-Degiorgis, M. P., & Neuhaus, 
P. (2015). Horn growth and reproduction in a long-lived male mam-
mal: No compensation for poor early-Life horn growth. Evolutionary 
Biology, 42, 1–11. https ://doi.org/10.1007/s11692-014-9294-3

How to cite this article: Douhard M, Crampe J-P, Loison A, 
Bonenfant C. A negative association between horn length 
and survival in a weakly dimorphic ungulate. Ecol Evol. 
2020;10:2793–2802. https ://doi.org/10.1002/ece3.6050

https://doi.org/10.1098/rsbl.2007.0278
https://doi.org/10.1098/rsbl.2007.0278
https://doi.org/10.1111/j.1420-9101.2006.01255.x
https://doi.org/10.1111/j.1420-9101.2006.01255.x
https://doi.org/10.2193/2009-335
https://doi.org/10.2193/2009-335
https://doi.org/10.1111/j.1365-2656.2010.01773.x
https://doi.org/10.1111/j.1365-2656.2010.01773.x
https://doi.org/10.1111/j.1469-7998.2011.00800.x
https://doi.org/10.1644/11-MAMM-A-402.1
https://doi.org/10.1186/1471-2148-12-20
https://doi.org/10.1186/1471-2148-12-20
https://doi.org/10.1111/j.2041-210X.2010.00012.x
https://doi.org/10.1098/rspb.2009.1256
https://doi.org/10.1007/s00442-014-3197-y
https://doi.org/10.1007/s00442-013-2700-1
https://doi.org/10.1086/512046
https://doi.org/10.1046/j.1439-0310.2000.00579.x
https://doi.org/10.1046/j.1439-0310.2000.00579.x
https://doi.org/10.1007/s11692-014-9294-3
https://doi.org/10.1002/ece3.6050

