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Abstract 

Recruitment age plays a key role in life-history evolution. Because individuals allocate limited 

resources among competing life-history functions, theory predicts trade-offs between current 

reproduction and future growth, survival and/or reproduction. Reproductive costs tend to vary with 

recruitment age, but may also be overridden by fixed individual differences leading to persistent 

demographic heterogeneity and positive covariation among demographic traits at the population level. 

We tested for evidence of intra- and inter-generational trade-offs and individual heterogeneity relating 

to age at first reproduction using three decades of detailed individual life-history data of 6439 capital 

breeding female southern elephant seals. Contrary to the predictions from trade-off hypotheses, we 

found that recruitment at an early age was associated with higher population level survival and 

subsequent breeding probabilities. Nonetheless, a survival cost of first reproduction was evident at the 

population level, as first-time breeders always had lower survival probabilities than pre-breeders and 

experienced breeders of the same age. However, models accounting for hidden persistent demographic 

heterogeneity revealed that the trade-off between first reproduction and survival was only expressed in 

‘low quality’ individuals, comprising 35% of the population. The short-term somatic costs associated 

with breeding at an early age had no effect on the ability of females to allocate resources to offspring in 

the next breeding season. Our results provide strong evidence for individual heterogeneity in the life-

history trajectories of female elephant seals. By explicitly modelling hidden persistent demographic 

heterogeneity we show that individual heterogeneity governs the expression of trade-offs with first 

reproduction in elephant seals.  

KEYWORDS 
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INTRODUCTION 

The principle of energy allocation posits that individuals allocate limited resources among competing 

life-history functions, and that energy allocation to one fitness component decreases the energy 

available to other fitness components (Williams, 1966; Van Noordwijk & de Jong, 1986). Trade-offs 

(negative covariations) are thus expected to occur among competing fitness-related traits such as 

growth, survival and reproduction (Stearns, 1989). Because reproduction is energetically expensive, 

trade-offs between current reproduction and future growth, survival and/or reproduction are common 

across the slow-fast continuum of life histories (Hamel et al., 2010). Specifically, the costs of current 

reproduction are defined in terms of losses to an individual’s potential future reproductive success 

(Jönsson, 2000). Reproductive costs play a key role in the evolution of life histories (Stearns, 1989) and 
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even moderate cost of reproduction trade-offs have significant effects on population dynamics (Proaktor 

et al., 2008).  

The reproductive trade-offs predicted by life-history theory may be less detectable when resources are 

plentiful (Ricklefs & Cadena, 2007), when a population is composed of ‘robust’ and ‘frail’ individuals 

(Vaupel & Yashin, 1985), or when there is variation in resource acquisition and allocation among 

individuals (Van Noordwijk & de Jong, 1986; Descamps et al., 2016). For example, positive 

correlations among fitness components, rather than trade-offs, can emerge at the population level when 

the among-individual variation in resource acquisition exceeds the variation in resource allocation (Van 

Noordwijk & de Jong, 1986; Hamel et al., 2010). Variation in resource use may arise from numerous 

sources including heterogeneity in phenotypic quality (e.g., body size; MacNulty et al., 2009) and home 

range quality (McLoughlin et al., 2007). Variation in individual quality (i.e., “an axis of among-

individual heterogeneity that is positively correlated with fitness”; Wilson & Nussey, 2010) resulting 

from uneven among-individual access to resources can therefore mask trade-offs measured at the 

population level (Van Noordwijk & de Jong, 1986; Hamel et al., 2010). While the covariance 

predictions of the trade-off (negative) and individual quality (positive) hypotheses are always opposed 

(Figure 1), these processes are not mutually exclusive and may operate simultaneously (Van Noordwijk 

& de Jong, 1986).  

The age at which a female first reproduces (recruitment age) is a particularly important life-history trait 

that can vary substantially within wild populations (Caswell, 2001). In theory, recruitment at an early 

age benefits individuals by shortening generation time and increasing the number of possible breeding 

opportunities over a lifetime (McGraw & Caswell, 1996). In support of this prediction, numerous 

empirical studies indicate a fitness gain among individuals that recruit at an early age (Zhang et al., 

2015: Fay et al., 2016; Paterson et al., 2018). However, the advantages of early breeding are often 

counter-balanced by elevated reproductive costs among younger first-time breeders (Millon et al., 2010; 

Desprez et al., 2014). Young breeders have less time available to accumulate resources and experience 

prior to reproduction, and in species that can reproduce before completing body growth, young breeders 

compound the energetic demands of growth and reproduction. This energetically demanding 

undertaking may depress survival probability and erode the fitness benefits of early compared to 

delayed recruitment (Tavecchia et al., 2001; Krüger, 2005).  

Current reproduction may not only have direct influence on survival and/or subsequent probability of 

reproduction, but potentially affects other traits that indirectly decrease an individual’s future 

performance. For example, current reproduction can reduce the residual reproductive value of an 

individual through its influence on the reproducing individual’s phenotype (Hamel et al., 2010). In 

species with determinate growth, trade-offs between current reproduction and growth are most common 
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in young females that reproduce before reaching asymptotic body mass (Stamps et al., 1998; Hamel & 

Côté, 2009). Although the somatic costs associated with early breeding do not always translate into 

lower future reproductive success (Hamel et al., 2010; Martin & Festa-Bianchet, 2012), such penalties 

are probable in capital breeders. Capital breeding females primarily depend on body reserves 

accumulated at an earlier time to sustain the energetic requirements of reproduction (Jönsson, 1997). 

Consequently current reproduction may reduce maternal body mass so much that it lowers future 

reproductive success or individual fitness components of subsequent offspring (Hamel et al., 2010). The 

costs of reproduction can therefore be expressed both within as well as between generations. Inter-

generational costs are rarely investigated in long-lived species (Moore et al., 2016; Markussen et al., 

2018), even though this trade-off is as important to life history evolution as within-generational trade-

offs (Stearns, 1989). Mothers can transfer some reproductive costs to their offspring (Festa-Bianchet & 

Jorgenson, 1998; Martin & Festa-Bianchet, 2010) and inter-generational reproductive costs occur when 

the costs of reproduction are detectable in offspring, but not necessarily in maternal traits. For example, 

reduced phenotypic quality and lower survival of offspring born to young mothers may suggest that 

offspring pay a cost for mothers’ early age of first reproduction.  

In this paper, we use 30 years of longitudinal data to assess life-history trade-offs with age at first 

reproduction in female southern elephant seals (Mirounga leonina; hereafter elephant seals). Because 

reproductive costs can be masked by phenotypic variations among individuals, we used finite mixture 

models (Pledger et al., 2003) to account for hidden individual heterogeneity related to age at first 

reproduction and its potential correlation with survival and subsequent breeding probabilities (e.g., Fay 

et al., 2016; Jenouvrier et al., 2018). Mixture models identified clusters (classes) of individuals sharing 

values of latent traits, and allowed us to compare how demographic processes vary across clusters and 

relative to what we observe at the population level (Gimenez et al., 2018; Hamel et al., 2018). The 

trade-off hypothesis (Figure 1) predicted that the costs of reproduction are highest in young female 

elephant seals breeding for the first time, as at Macquarie Island (Desprez et al., 2014). Elephant seals 

are extreme capital breeders and females do not feed at all during lactation (Jönsson, 1997). Resources 

are typically more limiting for young breeding females because of their smaller body size and lower 

blubber reserves relative to older females (Postma et al., 2013a). Young female elephant seals also 

reproduce before completing body growth (Bell et al., 2005), constraining the energy available for 

somatic maintenance and growth. According to this hypothesis young first time breeders should have 

lower survival and subsequent breeding probabilities than those delaying reproduction to an older age 

because they are constrained by, for example, their smaller body size. Alternatively, the individual 

quality hypothesis (Figure 1) predicted positive covariance between early recruitment and adult 

performance. High-quality individuals should reproduce at an early age, survive better, and have a 

greater probability of breeding in subsequent years than low-quality individuals.  
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To complement our analyses of the direct survival and reproductive costs associated with first breeding, 

we investigated inter-generational costs by determining how mothers’ allocation decisions could 

potentially influence offspring’s fitness components. Specifically, we determined whether the somatic 

costs of breeding at the earliest possible age compromise females’ body mass and their ability to 

allocate resources to future offspring, if they survived and bred again in the following year. The short-

term somatic costs of early reproduction are potentially important for allocation to offspring, as 

maternal body mass is the key determinant of weaning mass (Fedak et al., 1996; Arnbom et al., 1997) 

and thus offspring fitness components (Oosthuizen et al., 2018) in elephant seals.  

METHODS 

Study species and capture recapture methods 

Southern elephant seals have a synchronous annual breeding season in the austral spring (September to 

November) (Supporting Information 1). Breeding females have high site fidelity and dispersal of 

experienced breeders to other islands is highly unusual (Oosthuizen et al., 2011). Females not present at 

their site of first reproduction are thus unlikely to be breeding elsewhere. Breeding females stay ashore 

continuously for the entire period of lactation (21 to 23 days) and nearly all females present at the 

breeding colony give birth to a single pup. Females that are not breeding (pre-breeders and non-

breeders) are typically absent during the breeding season and probably mate at sea (De Bruyn et al., 

2011). All elephant seals older than pups moult ashore annually for a month or more during summer 

(Kirkman et al., 2003). Thus, pre-breeders and non-breeders may be observed during the obligatory 

moult (November to February) and reproductive skipping does not necessarily constitute temporary 

emigration within annual capture histories. After the moult, adult seals return to and typically remain at 

sea to forage, up until the next breeding season. In contrast, pre-breeders frequently haul out on land 

during the austral winter (March to August), often remaining ashore between two to four weeks 

(Kirkman et al., 2001). Seals do not consume prey while hauled out on land and rely on catabolism of 

blubber lipids for metabolic energy during such periods.     

From 1983 to 2009, 6439 recently weaned female elephant seal pups born at Marion Island were 

uniquely marked with two hind-flipper tags (Pistorius et al., 2011). Tag loss are known to occur at a low 

rate (Oosthuizen et al., 2010), and was integrated in analysis. In total, 65602 resightings of marked 

female elephant seals were made between 1983 and 2014. Seals were resighted throughout all years on 

a weekly or 10-day cycle.  

Field estimation of adult female body mass and weighing of weaned pups 
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From 2007 to 2013, a cross-sectional sample of female elephant seals aged 3 or 4 years were 

photographed at the start of the breeding season and at the beginning and end of the moult. Cross-

sectional data were collected by means of random sampling: the moult arrival and departure body mass 

of 20 3-year old females and the breeding season arrival body mass of 30 4-year old females were 

estimated using three-dimensional photogrammetry (De Bruyn et al., 2009; Postma et al., 2013a; 

Postma et al., 2013b). The detection probability of breeding females was near perfect during these years 

(Results) and reproductive histories could therefore be assigned to individual females with confidence. 

To evaluate the somatic cost of early breeding we (1) compared the moult arrival and departure body 

mass of age 3 pre-breeders to the moult arrival and departure body mass of age 3 first-time breeders; 

and (2) compared the breeding season arrival body mass of age 4 first-time and experienced breeders. 

From 2006 to 2016, some of the pups born to age 3 first-time breeders and age 4 first-time- and 

experienced breeders were weighed at weaning (n = 108) (for mother-pup identification methods see De 

Bruyn et al., 2008). Pups were rolled into a net sling and weighed using a spring scale suspended from a 

pole resting on the shoulders of two fieldworkers (Oosthuizen et al., 2015). Estimates of maternal body 

mass and pup weaning mass are independent as pups weighed were not the offspring of females 

included in maternal body mass analysis.   

General multievent model 

Individual encounter histories were modelled using multievent models (Pradel, 2005). Our general 

model considered 11 different states underlying 15 possible field observations. In each year, a female 

could occupy one of the following reproductive states: (1) pre-breeder (PB), has not previously pupped; 

(2) first-time breeder (FTB), pupped this year for the first time; (3) experienced breeder (EB), pupped 

previously and in this year; (4) non-breeder (NB), pupped previously, but not in this year. All 

individuals entered the marked population as pups, mostly (98%) marked with two (PB2) but 

occasionally only one tag (PB1) at first release. Pre-breeders could remain available for recapture (PB2, 

PB1), or temporarily emigrate from the study area (“alive elsewhere”, states PB2_AE, PB1_AE), based 

on the results of a goodness-of-fit test (see below). First-time breeders (FTB2, FTB1) that survived 

automatically transitioned to the experienced breeder (EB2, EB1) or non-breeder (NB2, NB1) states in 

the next year. Lastly, an absorbing state (Dead) represents death and permanent emigration.  

Encounter histories summarised multiple sightings of an individual from one breeding season to the 

next (September(t) to August(t + 1)) as a single event. The observation process combined robust design 

recapture data collected within each breeding season with auxiliary resightings containing state 

uncertainty that were made outside of the breeding season sampling period. The modelling framework 

is described in detail in Oosthuizen et al. (2019), but we summarize the main elements here (also see 
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Supporting Information 2). Briefly, we aggregated alternating secondary surveys (n = 8 weekly 

surveys) within each breeding season (primary period) to generate two distinct capture periods (�) per 

breeding season. Surveys conducted during ‘uneven’ survey weeks of the breeding season collapsed to 

generate capture period	�	(��), whereas surveys conducted during ‘even’ weeks collapsed to capture 

period	�	(��). Within each breeding season, a breeding female could (1) be encountered during both 

capture periods � and � (UE); (2) only be encountered in	��	(U); (3) only be encountered in �� 	(E); (4) 

not be encountered in either capture period (NS). All recaptures made outside of the breeding season 

(whether during the moult, winter or both these non-breeding periods) were summarized as a single 

observation and assigned to capture period	 (��). By pooling observations over a longer period 

during the interval between occasion � and � + 1 we underestimate recapture probability outside of the 

breeding season, as individuals that have died since breeding are considered alive and missed (whereas 

they are dead) (Oosthuizen et al. 2019). The net consequence of violating the instantaneous sampling 

assumption is minimal, however, given that breeding season recapture probabilities are high. In total, 

we defined 15 composite events (Supporting Information 2) by integrating resighting data collected for 

every individual during all three capture periods, and by partitioning observations according to the 

number of flipper tags an individual was marked with. The encounter history matrix thus simply 

encoded the particular combination of field observations that was made, and not the underlying state of 

the individual at that moment (Oosthuizen et al., 2019). 

Goodness-of-fit testing (Pradel et al., 2003) suggested that the encounter histories of both pre-breeders 

and breeders deviated systematically from the homogeneity assumptions of the Jolly-MoVe multistate 

model (Supporting Information 3). We accounted for Markovian temporary emigration among pre-

breeders by specifying our capture-recapture model with "observable" and "unobservable" states 

between which pre-breeders were allowed to move (Schaub et al., 2004). Although adult capture 

histories revealed similar trends, model violations were smaller in magnitude and a variance inflation 

factor (ĉ = ��/��; 	ĉ = 1.25) was used in the model selection procedure to account for the remaining 

capture heterogeneity.  

Estimation of demographic parameters 

Transitions between states were modelled in five steps, with each step conditioning on preceding 

transitions: (1) probability to lose the first tag; (2) probability to lose the second tag; (3) apparent 

survival probability (hereafter survival); (4) breeding probability; and (5) temporary emigration. The 

observation process, which conditions on the underlying states, was described via the product of three 

matrices, highlighting the successive processes of detection outside of the breeding season (��), and 

within the capture periods �� and �� of the breeding season, respectively (Supporting Information 4). 

Models were fitted using E-SURGE 2.1.2 (Choquet et al., 2009).  



8 

Various models with different plausible constraints on recapture, tag loss and migration parameters 

were considered (Supporting Information 5). Our interest was centred on life-history trade-offs with age 

at first reproduction, and our model set and parameter constraints reflected this aim. Survival 

probability	(�) was initially modelled as being dependent on reproductive state and age. We considered 

seven age classes for pre-breeders (0, 1, 2, 3, 4, 5, ≥ 6), four age classes for first-time breeders (3, 4, 5, 

≥ 6) and three age classes for experienced- and non-breeders (4, 5, ≥ 6). The survival cost of first 

reproduction was estimated by comparing the survival probability of first-time breeders to that of pre-

breeders and experienced breeders of the same age. The transition	��
�	→	��

is the conditional probability

that an individual   makes a transition between states ! and !"(!, !"= PB, FTB, EB, NB) between 

occasion � and	� + 1. Elephant seals give birth from 3 years of age, and in our dataset, it was unusual to 

observe pre-breeders older than age 5 (n = 35). The transition probability from pre-breeder to first-time 

breeder was fixed to zero at age ≤ 2, and first-time breeders could only transition to experienced- or 

non-breeders. Experienced- and non-breeders could not return to the pre-breeder or first-time breeder 

states, but could move between these two states. We included age dependence in the transitions of pre-

breeders up to age class ≥ 6 and in first-time-, experienced- and non-breeders up to age class ≥ 7. 

Transition into the non-breeder state denotes probabilities of skipping reproduction; higher transition 

probabilities to the non-breeder state at �	 + 	1 for individuals breeding at � relative to those that did not 

reproduce at � corresponds to a cost of reproduction. To prevent over-parameterization of models, we 

did not investigate temporal variation in survival and breeding probabilities.  

Modelling individual heterogeneity 

We used finite mixture models (Pledger et al., 2003; Gimenez et al. 2018) with two hidden classes of 

individuals to investigate individual heterogeneity and covariation between recruitment probability and 

adult demographic traits. Mixture models assume that populations comprise a mixture of several types 

of individuals, and that the demographic parameters can be described with two or more discrete 

distributions (Pledger & Schwarz, 2002). Mixture models with two classes are generally sufficient to 

account for hidden between-individual heterogeneity (Pledger & Schwarz, 2002). Transitions between 

classes were not considered, and thus each heterogeneity class represents fixed or hidden persistent 

demographic heterogeneity (i.e., permanent inter-individual differences in demographic parameters 

corresponding to “individual quality”; Wilson & Nussey, 2010) that we partly captured with our model 

through two classes (Cam et al., 2016; Authier et al., 2017). Each state of the general model was 

duplicated (e.g., FTB2A, FTB2B, FTB1A, FTB1B for first-time breeders) to create two heterogeneity 

states (A, B) which may assume state-specific survival, breeding transition and recapture probabilities 

(Supporting Information 6). Individuals were not assigned a priori to a particular class; instead, the 

proportion of individuals in heterogeneity classes A and B was estimated by the model according to 
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their pattern of state transition. The initial state parameter $ (respectively	1 − 	$) defined the proportion 

of individuals in class A (respectively class B). Modelling individual heterogeneity as a latent effect 

allowed us to detect positive or negative covariation between survival and breeding processes at the 

individual level. 

The most parsimonious model with no heterogeneity served as a benchmark for modelling hidden 

persistent demographic heterogeneity. We considered heterogeneity in survival, breeding probability 

and recapture probabilities in the most general heterogeneity model. We modelled both adult survival 

(�&∗(
)*+, �(

�+, �(
,+) and breeding probabilities (�&∗(

-+,)*+
, �&∗(

)*+,�+
, �(

�+,�+
, �(

,+,�+
) with interactive age 

(.) and heterogeneity (ℎ) effects. We assumed that each individual had an intrinsically high or low 

recapture probability and therefore modelled time-variation in recapture probabilities with an additive 

effect (on the logit scale) between the two mixture classes. Recapture probabilities of the two 

heterogeneity classes thus fluctuated over time in parallel.  

Model selection 

Model selection was based on quasi-likelihood Akaike’s Information Criterion (QAIC). Akaike weights 

(0�) were used to scale models and relative model support was based on differences in QAIC values 

(∆QAIC). Models with ∆QAIC < 2 received approximately equivalent support from the data, but all 

models with ∆QAIC < 7 have some support as plausible hypotheses (Burnham & Anderson, 2002). To 

ensure that models converged to the lowest deviance, we used the Expectation Maximization (EM) 

algorithm combined with Quasi-Newton minimization methods implemented in E-SURGE (Choquet et 

al., 2009), and ran the same models multiple times using different randomly chosen starting values. 

Numerical methods implemented in E-SURGE indicated that models were not parameter redundant, 

and therefore at least locally identifiable (Choquet & Cole, 2012). Because of the large number of 

parameters involved, model selection was structured into successive steps, with each parameter initially 

included in the model as generally as possible. An appropriate model structure for recapture 

probabilities was selected first, keeping all other parameters fixed at high dimensionality. The next two 

steps involved modelling tag loss probabilities (1�2 and		123), followed by temporary emigration, 

survival and finally breeding probabilities, at every step retaining the most parsimonious structure for 

the parameter evaluated. Finally, by adding discrete classes of heterogeneity to the most parsimonious 

population level model selected we tested for individual heterogeneity in adult survival, breeding 

transitions and recapture probabilities.  

Analysis of adult female body mass and pup weaning mass 
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We quantified somatic costs of early reproduction in three ways. First, we compared the body mass of 

early breeders (age 3) to pre-breeders of the same age during the moult haulout that follows first 

reproduction. Secondly, we compared the breeding season body mass of early breeders breeding for the 

second time at age 4, to same age first-time breeders. If significant somatic costs of early reproduction 

were carried over to the next breeding season, we expect early breeding females to have lower body 

mass at age 4 compared to females that were first-time breeders at age 4. Lastly, we directly quantified 

the potential costs of early reproduction on subsequent offspring phenotype by comparing the weaning 

mass of offspring born to early breeders (at age 3 and 4, i.e., at their first and second breeding attempts) 

to the weaning mass of offspring born to first-time breeders at age 4. Again, if early breeding had carry-

over effects to the next year, we expected offspring born to age 4 first-time breeders to be heavier than 

those born to age 4 females that also reproduced at age 3. We tested for differences in the mean body 

mass of females and the weaning mass of pups as a function of female reproductive state using two-

sample t-tests and analysis of variance (ANOVA) in R 3.0.2 (R Core Team, 2013). Mean body mass ± 

one standard deviation (SD) is given. 

RESULTS 

Population level demographic performance 

Female elephant seal recruitment and the subsequent breeding probabilities of first-time breeders varied 

by age (Table 1). Overall, recruitment probability averaged 32% (95% CI: 30 – 34%) at age 3 and 67% 

(95% CI: 63 – 71%) at age 4 (model 10, Table 1). Few individuals delayed first reproduction to after 

age 4 and, at older ages, pre-breeders had lower probabilities to start breeding (Figure 2). First-time 

breeders had lower population level survival than pre-breeders, experienced breeders and non-breeders 

at all ages, indicating a direct short-term survival cost associated with breeding for the first time (Figure 

3). Unexpectedly, first-time breeder survival was highest for young first-time breeders (age 3) and 

progressively declined with every year that recruitment was delayed (Figure 3). First-time breeders that 

survived to the next breeding season, in contrast, did not incur an immediate cost to future reproduction. 

Instead, these females were more likely to breed again than pre-breeders of similar age. For example, 

age 3 first-time breeders that were alive at age 4 had a more than 10% higher probability to reproduce 

(at age 4) compared to females that were pre-breeders at age 3 (Figure 2). Breeding probabilities in 

adulthood also did not point to short-term costs of current reproduction as experienced breeders (0.86 

[95% CI: 0.84 – 0.88]) had distinctly higher subsequent breeding probabilities than non-breeders (0.66 

[95% CI: 0.61 – 0.71]). The complete model selection results and estimates of recapture, tag loss and 

migration probabilities are provided online (Supporting Information 7). 

Hidden persistent demographic heterogeneity 
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Finite mixture models provided strong evidence of individual heterogeneity in survival and 

reproduction that was not explained by models including only age effects and Markovian state 

transition probabilities (Table 2, Figure 4, Figure 5). Adding heterogeneity classes to survival and 

breeding parameters decreased QAIC values considerably, confirming the presence of demographic 

heterogeneity, provided that heterogeneity in recapture probability were also accounted for in the model 

(Table 2). . We found positive covariation between early recruitment probabilities and adult fitness 

components. On average, 35% (95% CI: 32 - 38%) of females belonged to mixture class A. Individuals 

from this class had low recruitment and subsequent breeding probabilities, associated with low survival 

probability as first-time breeders in particular. In contrast, individuals from mixture class B had high 

recruitment and subsequent breeding probabilities, and high survival probability, particularly as first-

time breeders. Individuals from class A thus exhibited demographic rates indicative of ‘low quality 

individuals’ whereas the demographic performance of individuals from class B suggested that they 

perform well in terms of both survival and reproduction (i.e., ‘high quality individuals’). An immediate 

survival cost of first reproduction was present among ‘low quality individuals’ only, with the majority 

(65%) of females in the population having high survival probability after breeding for the first time 

(Figure 5). Recapture probabilities during the breeding season were high for all individuals. In contrast, 

individuals from class A had lower recapture probabilities outside of the breeding season than those 

from class B (Supporting Information 8). 

Adult female body mass and offspring weaning mass 

Females that deferred breeding at age 3 (i.e., pre-breeders) were heavier at the start of the moult (424.07 

± 44.07 kg) than age 3 females that produced their first offspring in the preceding breeding season 

(379.09 ± 25.38 kg) (Welch's t-test, t(14.38) = -2.80, p < 0.02). But, age 3 moulting pre-breeders 

commonly remained longer ashore (33.3 ± 13.4 days) than moulting females that bred at age 3 (26.4 ± 

9.8 days) and the mean post-moult departure mass of age 3 pre-breeders and first-time breeders did not 

differ (t(17.93) = -0.58, p = 0.57; Figure 6). Likewise, the breeding season arrival mass of age 4 

experienced breeders was comparable to that of age 4 first-time breeders (t(26) = -0.57, p = 0.58; Figure 

6). A somatic cost associated with early reproduction was therefore detected at the start of the moult, 

but not at its end, and meaningfully, not in the subsequent breeding season. 

Weaning mass differed significantly (F(2,105 = 18.17, p < 0.001) as a function of maternal age, but not 

according to reproductive experience. Post-hoc Tukey's HSD tests showed that the mean weaning mass 

of pups born to age 3 females (91.77 ± 14.77 kg) was significantly lower than those born to age 4 

females (Figure 7). The weaning mass of pups born to experienced breeders at age 4 (109.65 ± 17.21 

kg) were similar to those born to age 4 first-time breeders (108.75 ± 13.73 kg) (Figure 7).  
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DISCUSSION 

Our results provide strong evidence for individual heterogeneity in the life-history trajectories of female 

elephant seals after accounting for age effects and Markovian state dependence. Life-history trajectories 

quantified at the population and individual level suggested that early recruitment is associated with 

superior demographic traits, which may correlate with individual quality. A survival cost of first 

reproduction was evident at the population level, as elephant seal females breeding for the first time 

always had lower survival probabilities than pre-breeders and experienced breeders of the same age. 

However, by modelling hidden persistent demographic heterogeneity with finite mixture models, we 

were able to statistically partition individual life-history trajectories into two classes that represent life-

history tactics that differ from the mean trajectory of the population (Authier et al., 2017; Hamel et al., 

2018). This partitioning enabled us to show that individual heterogeneity governs the expression of 

trade-offs with first reproduction in elephant seals, with an immediate survival cost of first reproduction 

present among ‘low quality’ individuals only, comprising 35% of the population (class A). The life-

history trajectories of the majority (65%) of females in the population were instead characterized by a 

high probability of recruitment, and high survival and breeding probabilities after reproducing for the 

first time. This structured life-history differences among individual females from the same population 

would have gone undetected had we not accounted for hidden demographic heterogeneity in our 

analyses. Although correlative in nature, the positive covariation (instead of trade-offs) we observed 

between survival and breeding at the individual level in models accounting for unobserved 

heterogeneity is best explained by the individual quality hypothesis. Our population-level analyses, 

which indicated a deterioration in survival and future breeding probabilities with increasing recruitment 

age also fits the predictions of the individual quality hypothesis. Younger first-time breeders had the 

highest population level post-breeding survival rates, with progressively lower survival probability after 

first reproduction for females that delayed breeding. Breeding probabilities measured at the population 

level also indicated that younger breeders were less likely to skip reproduction in the subsequent 

breeding season than females that delayed breeding. Furthermore, independent measures of indirect or 

inter-generational costs of reproduction (adult female body mass and offspring weaning mass) 

suggested that breeding at an early age did not compromise the ability of females to allocate resources 

to offspring in the next breeding season. Individuals that begin to reproduce earlier in life are seemingly 

of higher inherent quality, perhaps due to genetic or ontogenetic factors such as conditions experienced 

during early development (Oosthuizen et al., 2018). 

Recruitment age and resource acquisition 
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Contrary to the predictions from the trade-off hypothesis, we found that recruitment at an early age was 

associated with higher population level survival and subsequent breeding probabilities. An immediate 

survival cost of first reproduction was detected among ‘low quality’ individuals, but the majority of the 

population had positive covariation among life-history traits at the individual level. Positive correlations 

among fitness components, rather than trade-offs, can emerge because of within-cohort selection 

(Vaupel et al., 1979; Cam et al., 1998; Cam et al., 2002; Sanz-Aguilar et al., 2008) or due to individual 

variation in resource acquisition and/or utilization (Van Noordwijk & de Jong, 1986). Female elephant 

seals recruiting at a young age are not a random subgroup of the population. Age-specific recruitment 

probabilities are strongly affected by weaning mass, with females heavier as weaned pups more likely 

to start breeding at an earlier age (Oosthuizen et al., 2018). Variation in weaning mass does not translate 

to permanent survival differences among individuals during adulthood, but it leads to positive 

covariation between juvenile survival probability and breeding in early life (Oosthuizen et al., 2018). 

Here, we show that breeding in early life also correlates with higher first-time breeder survival and 

higher subsequent breeding performance compared to those that delay recruitment to older ages. 

Conditions that individuals experience during ontogeny may therefore contribute strongly to variation 

in individual quality, where individual quality represents the underlying characteristics and prospect of 

an individual to contribute to the evolutionary trajectory of the population (Bergeron et al., 2011). 

Besides the nutritional conditions that individuals experience during ontogeny, variation in individual 

quality may also result from variation in foraging behaviour and uneven among-individual access to 

resources subsequent to weaning (Van Noordwijk & de Jong, 1986). Individual fidelity to foraging 

strategies, but variation across individuals, has been observed in both northern and southern elephant 

seals (Bradshaw et al., 2004; Robinson et al., 2012). For example, adult female southern elephant seals 

from the Western Antarctica Peninsula are specialised foragers (as inferred from stable isotope 

variability), with a rather limited individual niche width relative to the total available niche (Hückstädt 

et al., 2012). This suggests that individuals were exploiting different habitats and prey resources. 

Substantial individual variation in body condition has also been observed throughout foraging 

migrations of Marion Island southern elephant seals, suggesting individual heterogeneity in foraging 

success and energy assimilation (McIntyre et al., 2015). Similarly, Robinson et al. (2012) found that the 

mass gain of female northern elephant seals during post-breeding foraging migrations showed little 

annual variation but wide inter-individual variation. Such inter-individual differences in foraging 

behaviour may lead to variation in resource acquisition and allocation among individuals. 

Variation in the cost of first reproduction 

Life-history trade-offs with age at first reproduction are especially important in long-lived iteroparous 

species at the late-maturing and slow-reproducing end of the slow-fast continuum of life histories (Fay 
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et al., 2016). These species have high residual reproductive value at the onset of adulthood, meaning 

that reproductive costs leading to the death of first-time breeders are especially detrimental to fitness. 

This may explain why delaying reproduction beyond the age of sexual maturity is commonly observed 

in long-lived iteroparous species (Curio, 1983; Forslund & Pärt, 1995). Costs of reproduction are often 

more pronounced when environmental conditions deteriorate, such as when food resources are limited 

(Barbraud & Weimerskirch, 2005), under high density (Festa-Bianchet et al., 1998), harsh weather 

(Tavecchia et al., 2005) or in the presence of disease (Descamps et al., 2009). For elephant seals at 

Marion Island, population level survival costs associated with first reproduction are significantly less 

than that at Macquarie Island, where first-time breeders have survival probabilities that are 31%, 19% 

and 17% lower than that of pre-breeders at age 3-, 4- and 5, respectively (Desprez et al., 2014). The 

difference in reproductive costs between the Marion- and Macquarie Island populations is most 

pronounced among young breeders. At Macquarie Island, few females recruit at age 3 (ψPB-FTB = 0.1) 

and those that do, face large survival costs (Desprez et al., 2014). At Marion Island, recruitment 

probability is three times higher at age 3 (ψPB-FTB = 0.34) and breeding costs are low for young 

compared to old first-time breeders. This suggests comparatively favourable conditions for reproduction 

at Marion Island, perhaps related to per capita food availability in their marine habitat or because of the 

small population (and low density) of elephant seals that haul out to breed here. Declines of elephant 

seals at both Marion Island (in the south Indian Ocean) and Macquarie Island (in the south Pacific 

Ocean) have been attributed to decreases in food availability (McMahon et al., 2005), but while time-

series data suggest continued decreases at Macquarie Island (Van den Hoff et al., 2014), seal numbers 

have increased in recent years at Marion Island (Pistorius et al., 2011). Temporal and spatial variation in 

food availability is difficult to quantify for each of these populations (Oosthuizen et al., 2015), but 

population sizes undoubtedly differ, with the Macquarie Island elephant seal population (~20 000 

breeding females) many times larger than the Marion Island population (~550 breeding females).  

An earlier study of female elephant seals at Marion Island advocated no reduced survival following 

breeding at any age (Pistorius et al., 2004); however, their analysis did test for reduced survival 

following first breeding specifically. Pistorius et al. (2008) indicated that first-time breeders had lower 

post-breeding survival than experienced breeders. However, Pistorius et al. (2008) ignored age effects 

and unobserved individual heterogeneity, and did not compare individuals that reproduced (first-time- 

or experienced breeders), to those that faced no costs (pre-breeders). Our results provide strong 

evidence of age-specific survival of first-time breeders estimated at the population level. Additionally, 

our analysis accounting for hidden persistent demographic heterogeneity revealed that the trade-off 

between first reproduction and survival was only expressed in the part of the population (35%) with 

demographic rates indicative of ‘low quality’ individuals.  

Heterogeneity modelling choices and limitations 
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We chose finite mixture models to cluster individuals into discrete heterogeneity classes with life-

history trajectories that differ from each other and the mean trajectory of the population (Authier et al., 

2017; Hamel et al., 2018). We found strong model support for individual heterogeneity in demographic 

parameters over homogeneity (i.e., a single cluster, the population level) when heterogeneity in 

recapture probability was also accounted for in the model. A limitation of our modelling approach is 

that heterogeneity in demographic parameters, when included in the model, was linked with 

heterogeneity in recapture probability (i.e., individuals in mixture class A had to be in that class for the 

survival, breeding and recapture probability parameters). Separating heterogeneity (allowing individuals 

to be in mixture class A for demographic parameters and mixture class B for recapture probability, for 

example) would have required four hidden groups and such models are likely to present identifiability 

problems (Lindberg et al., 2013). We also chose not to allow individuals to transition from one 

heterogeneity class to another (e.g., Pradel, 2009). This is a common assumption when modelling 

heterogeneity with mixture models with a specific interpretation: each heterogeneity class represents 

fixed or hidden persistent demographic heterogeneity (Cam et al., 2016; Authier et al., 2017). Though 

individual improvement is not permitted in such models by allowing transition from a “low quality” to a 

“high quality” mixture class, improvements (or deterioration) with age is allowed within a mixture 

class. Our results should, however, not be interpreted as evidence of the existence of two explicit 

classes of individuals (Pledger et al., 2003). Rather, individual heterogeneity is a continuous latent 

variable that we partly captured in our model through two classes. Two heterogeneity classes are 

generally considered sufficient to capture hidden heterogeneity (Pledger et al., 2003; Péron et al., 2010; 

Lindberg et al., 2013; Fay et al., 2016; Guéry et al., 2017; Desprez et al., 2018), but more flexible 

mixture structures can also be modelled, and selected (e.g., three classes; Jenouvrier et al., 2018). Here, 

we chose to limit our investigation of individual heterogeneity to two mixtures, but acknowledge that 

we could also have modelled a larger (but finite) number of classes of heterogeneity, or alternatively 

have accounted for heterogeneity through fitting individual random effect models that consider 

individual heterogeneity (e.g., “frailty” in survival) as a random variable with a continuous distribution 

(Cam et al., 2002, Gimenez et al., 2018). 

Somatic and inter-generational costs of early breeding 

Mass loss during the breeding season is inherent to extreme capital breeders like elephant seals and, 

when taking the underlying breeding tactic into consideration, mass loss alone should not immediately 

be interpreted as evidence of a cost of reproduction (Moreno, 1989). Rather, to be costly, mass loss 

associated with reproduction must have detrimental consequences on the residual reproductive value of 

an individual. In breeding female elephant seals, the energetic demands of lactation is compounded by a 

four week fast. Pre-breeders, in contrast, do not allocate energy to offspring and forage uninterruptedly 
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during the breeding season to increase their blubber reserves. Breeding females only have a relatively 

short (eight to 10 week) post-breeding pelagic foraging trip to rebuild their fat reserves, prior to the 

moult. It is therefore unsurprising that females that bred at age 3 had lower body mass than same-aged 

pre-breeders when they returned to land to moult.  

In the moult, elephant seals remain ashore without feeding. Although the shedding and replacement of 

hair and the top layers of the epidermis takes about four weeks to complete, some individuals stay 

ashore several weeks after completing the moult (Ling & Bryden, 1981). The ability to fast is 

determined by a seal’s available energy stores, which is directly related to total body fat. The duration 

of the adult female (breeder) moult haulout is the shortest of any age/sex class (Ling & Bryden, 1981), 

reflecting the limited ability of breeding females to rebuild energetic reserves during the relatively short 

foraging phase between breeding and moulting. At Marion Island, moulting 3-year old pre-breeders 

typically remain ashore one week longer than same aged females that bred in the preceding breeding 

season (MRI unpublished data, 1986 - 2013). The longer moult haulout of pre-breeders reflects their 

larger energy stores at the start of the moult, and contributes to the similarity of departure body mass of 

pre-breeders and first-time breeders at the end of the moult. Moulting females therefore appear to 

remain ashore until they reach an energetic or body mass ‘threshold’, at which point they return to sea. 

Age 4 experienced breeders had comparable body mass to age 4 first-time breeders at the start of a 

breeding season, despite the major somatic cost incurred by the former when breeding at age 3. Thus, 

while females breeding at age 3 were not able to acquire sufficient energy resources prior to the moult 

to fully recover body mass from the breeding effort, we detected no carry-over effect on body mass of 

females that survived to the subsequent breeding season. This is important, given that most of the 

variation in weaning mass of elephant seal pups derives directly from variation in maternal body mass 

(Fedak et al., 1996; Arnbom et al., 1997; Postma et al., 2013a) and because weaning mass significantly 

correlates with juvenile survival and female recruitment age in elephant seals (McMahon et al., 2000; 

Oosthuizen et al., 2018). Our sample size for female body mass was small, but the larger sample of 

offspring weaning mass independently confirmed that early reproduction did not affect the ability of 

females to allocate resources to offspring in the next year.   

Although we detected no difference in the breeding season arrival body mass of age 4 experienced 

breeders compared to age 4 first-time breeders, these comparisons strictly refer to surviving females, 

and do not necessarily mean that somatic costs play no role in reproductive costs of elephant seals. 

Young females in particular are energy-deprived when their pups are weaned (Fedak et al., 1996; 

Postma et al., 2013a). Mortality risk during the post-breeding foraging migration exceeds that of the 

post-moult foraging migration (Pistorius et al., 2008), and part of this mortality may be linked to the 

extreme reduction in body mass during the breeding season. Survival costs associated with reproduction 
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may thus be partially attributed to a failure to recuperate depleted energy reserves. The risks associated 

with body mass loss are not restricted to mortality. In mammals, conception is generally dependent on 

body condition (e.g., Cameron et al., 1993). The occurrence of pregnancy in pinniped capital breeders is 

especially sensitive to body reserves (Boyd, 2000) and the somatic cost of current reproduction could 

therefore contribute to lower breeding probabilities at	� + 1. We did not find any evidence for such a 

reduction in breeding probabilities of either first-time breeders or experienced breeders.  

CONCLUSION 

We tested for evidence of intra- and inter-generational trade-offs and individual heterogeneity relating 

to age at first reproduction using multi-decadal data on individually marked female southern elephant 

seals. Our rigorous multi-model approach allowed us to directly compare models that included age 

effects, Markovian state dependence and persistent demographic heterogeneity in survival and 

reproduction to those that did not. We found that individual heterogeneity governs the expression of 

trade-offs with first reproduction in elephant seals, with an immediate survival cost of first reproduction 

present among ‘low quality’ individuals only. Although we cannot exclude long-term costs of early 

reproduction, our study suggests that fixed individual differences may be an important factor explaining 

variations in recruitment age and positive covariation among demographic traits subsequent to first 

reproduction. Elephant seals at Marion Island display comparatively limited flexibility in age at first 

reproduction, with recruitment essentially occurring between the ages of 3 to 6 in this population. This 

narrow window contrasts strongly with flexibility (age 4 to 16 years) in the age at first reproduction in 

another large phocid, the Weddell seal (Leptonychotes weddellii) (Paterson et al., 2018). Nonetheless, 

plasticity in age at first reproduction permits individuals of long-lived species to delay reproduction 

until sufficient somatic development allows them to at least partially mitigate costs of reproduction 

(Descamps et al., 2006; Paterson et al., 2018). Female elephant seals recruiting at a young age are not a 

random subgroup of the population, but mostly those that experienced favourable conditions during 

early development (Oosthuizen et al., 2018). Our finding that individuals that recruit earlier in life 

survive and reproduce better than delayed breeders supports the hypothesis that recruitment age is an 

indicator or proxy of individual quality (Fay et al., 2016; Paterson et al., 2018).   

Acknowledgements 

We thank all the field workers who collected demographic data on seals at Marion Island over the past 

four decades. The research benefitted from logistical support provided by the South African Department 

of Environmental Affairs within the South African National Antarctic Programme. The South African 

Department of Science and Technology provided funding through the National Research Foundation 



18 

(NRF). Opinions expressed and conclusions arrived at, are those of the authors and are not necessarily 

to be attributed to the NRF. 

Ethical approval 

All applicable institutional and/or national guidelines for the care and use of animals were followed. All 

protocols were approved by the Animal Ethics Committee of the Faculty of Veterinary Science, 

University of Pretoria, South Africa. 

Conflict of Interest 

None declared. 

Author Contributions 

WCO originally formulated the idea with input from RA, MN, MNB and PJNdB. WCO analysed the 

data with input from RP and wrote the manuscript. MP conducted photogrammetric estimation. All 

authors provided intellectual and editorial advice. 

References 

Arnbom T, Fedak MA, Boyd IL (1997) Factors affecting maternal expenditure in southern elephant 

seals during lactation. Ecology 78:471-483. 

Authier M, Aubry LM, Cam E (2017) Wolf in sheep’s clothing: model misspecification undermines 

tests of the neutral theory for life histories. Ecol. Evol. 7: 3348-3361. 

Barbraud C, Weimerskirch H (2005) Environmental conditions and breeding experience affect costs of 

reproduction in blue petrels. Ecology 86:682-692. 

Bell CM, Burton HR, Lea MA, Hindell MA (2005) Growth of female southern elephant seals Mirounga 

leonina at Macquarie Island. Polar Biol. 28:395-401. 

Bergeron P, Baeta R, Pelletier F, Réale D, Garant D (2011) Individual quality: tautology or biological 

reality? J. Anim. Ecol. 80:361-364. 



19 

Boyd I (2000) State‐dependent fertility in pinnipeds: contrasting capital and income breeders. Funct. 

Ecol. 4:623-630. 

Bradshaw CJA, Hindell MA, Sumner MD, Michael KJ (2004) Loyalty pays: potential life history 

consequences of fidelity to marine foraging regions by southern elephant seals. Anim. Behav. 68:1349-

1360. 

Burnham KP, Anderson DR (2002) Model selection and multimodel inference. A practical information-

theoretic approach. Springer-Verlag, New York, USA. 

Cam E, Hines JE, Monnat JY, Nichols JD, Danchin E (1998) Are adult nonbreeders prudent parents? 

The kittiwake model. Ecology 79:2917-2930. 

Cam E, Link WA, Cooch EG, Monnat JY, Danchin E (2002) Individual covariation in life-history traits: 

seeing the trees despite the forest. Am. Nat. 159:96-105. 

Cam E, Aubry L, Authier M (2016) The conundrum of heterogeneity in life history studies. Trends 

Ecol. Evol. 31:872-886. 

Cameron RD, Smith WT, Fancy SG, Gerhart KL, White RG (1993) Calving success of female caribou 

in relation to body weight. Can. J. Zool. 71:480-486. 

Caswell H (2001) Matrix population models. Sinauer, Sunderland, USA. 

Choquet R, Rouan L, Pradel R (2009) Program E-SURGE: a software application for fitting multievent 

models. In: Thomson DL, Cooch EG, Conroy MJ (eds) Modeling demographic processes in marked 

populations. Springer, New York, USA. pp. 845-865.  

Choquet R, Cole DJ (2012) A hybrid symbolic-numerical method for determining model structure. 

Math. Biosci. 236: 117-125. 

Curio E (1983) Why do young birds reproduce less well? Ibis 125:400-404. 

De Bruyn PJN, Tosh CA, Oosthuizen WC, Phalanndwa, MV, Bester MN (2008) Temporary marking of 

unweaned southern elephant seal (Mirounga leonina L.) pups. S. Afr. J. Wildl. Res. 38:133-137. 



20 

De Bruyn PJN, Bester MN, Carlini AR, Oosthuizen WC (2009) How to weigh an elephant seal with 

one finger: a simple three-dimensional photogrammetric application. Aquatic Biol. 5:31-39. 

De Bruyn PJN, Tosh, CA, Bester MN, Cameron EZ, McIntyre T, Wilkinson IS (2011) Sex at sea: 

alternative mating system in an extremely polygynous mammal. Anim. Behav. 82:445-451. 

Descamps, S., Boutin, S., Berteaux, D. and Gaillard, J.-M. 2006. Best squirrels trade a long life for an 

early reproduction. Proc. R. Soc. B 273: 2369-2374. 

Descamps S, Gilchrist HG, Bêty J, Buttler EI, Forbes MR (2009) Costs of reproduction in a long-lived 

bird: large clutch size is associated with low survival in the presence of a highly virulent disease. Biol. 

Lett. 5:278-281. 

Descamps S, Gaillard JM, Hamel S, Yoccoz NG (2016) When relative allocation depends on total 

resource acquisition: implication for the analysis of trade-offs. J. Evol. Biol. 29:1860-1866. 

Desprez M, Harcourt R, Hindell MA, Cubaynes S, Gimenez O, McMahon CR (2014) Age-specific cost 

of first reproduction in female southern elephant seals. Biol. Lett. 10:20140264. 

Desprez M, Gimenez O, McMahon CR, Hindell MA, Harcourt RG (2018) Optimizing lifetime 

reproductive output: Intermittent breeding as a tactic for females in a long-lived, multiparous mammal. 

J. Anim. Ecol. 87:199-211. 

Fay R, Barbraud C, Delord K, Weimerskirch H (2016) Variation in the age of first reproduction: 

different strategies or individual quality? Ecology 97: 1842-1851. 

Fedak MA, Arnbom TA, Boyd IL (1996) The relation between the size of southern elephant seal 

mothers, the growth of their pups and the use of maternal energy, fat and protein during lactation. 

Physiol. Zool. 69: 887-911. 

Festa-Bianchet M, Jorgenson JT (1998) Selfish mothers: reproductive expenditure and resource 

availability in bighorn ewes. Behav. Ecol. 9: 144-150. 

Festa-Bianchet M, Gaillard JM, Jorgenson JT (1998) Mass- and density-dependent reproductive success 

and reproductive costs in a capital breeder. Am. Nat. 152:367-379. 



21 

Forslund P, Pärt T (1995) Age and reproduction in birds − hypotheses and tests. Trends Ecol. Evol. 

10:374-378. 

Gimenez O, Cam E, Gaillard JM (2018) Individual heterogeneity and capture–recapture models: what, 

why and how? Oikos 127:664-686. 

Guéry L, Descamps S, Pradel R, Hanssen SA, Erikstad KE, Gabrielsen GW, Gilchrist HG, Bêty J 

(2017) Hidden survival heterogeneity of three Common eider populations in response to climate 

fluctuations. J. Anim. Ecol. 86:683-693. 

Hamel S, Côté SD (2009) Foraging decisions in a capital breeder: trade-offs between mass gain and 

lactation. Oecologia 161:421-432. 

Hamel S, Gaillard JM, Yoccoz NG, Loison A, Bonenfant C, Descamps S (2010) Fitness costs of 

reproduction depend on life speed: empirical evidence from mammalian populations. Ecol. Lett. 

13:915-935. 

Hamel S, Gaillard JM, Douhard M, Festa-Bianchet M, Pelletier F, Yoccoz NG (2018) Quantifying 

individual heterogeneity and its influence on life-history trajectories: different methods for different 

questions and contexts. Oikos 127: 687-704. 

Hückstädt LA, Koch PL, McDonald BI, Goebel ME, Crocker DE, Costa DP (2012) Stable isotope 

analyses reveal individual variability in the trophic ecology of a top marine predator, the southern 

elephant seal. Oecologia 169:395-406. 

Jenouvrier S, Aubry LM, Barbraud C, Weimerskirch H, Caswell H (2018) Interacting effects of 

unobserved heterogeneity and individual stochasticity in the life-history of the Southern fulmar. J. 

Anim. Ecol. 87:212-222.  

Jönsson KI (1997) Capital and income breeding as alternative tactics of resource use in reproduction. 

Oikos 78:57-66. 

Jönsson KI (2000) Life history consequences of fixed costs of reproduction. Ecoscience 7: 423-427. 

Kirkman SP, Bester MN, Pistorius PA, Hofmeyr GJG, Owen R, Mecenero S (2001) Participation in the 

winter haulout by southern elephant seals (Mirounga leonina). Antarct. Sci. 13:380-384. 



22 

Kirkman SP, Bester MN, Pistorius PA, Hofmeyr GJG, Jonker FC, Owen R, Strydom N (2003) 

Variation in the timing of moult in southern elephant seals at Marion Island. S. Afr. J. Wildl. Res. 

33:79-84. 

Krüger O (2005) Age at first breeding and fitness in goshawk Accipiter gentilis. J. Anim. Ecol. 74:266-

273. 

Lindberg MS, Sedinger JS, Lebreton JD (2013) Individual heterogeneity in black brant survival and 

recruitment with implications for harvest dynamics. Ecol. Evol. 3:4045-4056. 

Ling JK, Bryden MM (1981) Southern elephant seal Mirounga leonina (Linnaeus), 1758. In: Ridgway 

SH, Harrison RJ (eds) Handbook of Marine Mammals. Academic Press, London, UK. pp. 297-327. 

MacNulty DR, Smith DW, Mech LD, Eberly LE (2009). Body size and predatory performance in 

wolves: is bigger better? J. Anim. Ecol. 78: 532-539. 

Markussen SS, Loison A, Herfindal I, Solberg EJ, Haanes H, Røed KH, Heim M, Sæther BE (2018) 

Fitness correlates of age at primiparity in a hunted moose population. Oecologia 186: 447-458. 

Martin JGA, Festa-Bianchet M. 2010. Bighorn ewes transfer the costs of reproduction to their lambs. 

Am. Nat. 176:414-423. 

Martin JGA, Festa-Bianchet M (2012) Determinants and consequences of age of primiparity in bighorn 

ewes. Oikos 121:752-760. 

McGraw JB, Caswell H (1996) Estimation of individual fitness from life-history data. Am. Nat. 147:47-

64. 

McIntyre T, Donaldson A, Bester MN (2015) Spatial and temporal patterns of changes in condition of 

southern elephant seals. Ant. Sci. 28:81-90. 

McLoughlin PD, Gaillard JM, Boyce MS, Bonenfant C, Duncan P, Delorme D, et al. (2007). Lifetime 

reproductive success and composition of the home range in a large herbivore. Ecology 88:3192-3201. 

McMahon CR, Burton HR, Bester MN (2000) Weaning mass and the future survival of juvenile 

southern elephant seals, Mirounga leonina, at Macquarie Island. Antarct. Sci. 12:149-153. 



23 

McMahon CR, Bester MN, Burton HR, Hindell MA, Bradshaw CJA (2005) Population status, trends 

and a re-examination of the hypotheses explaining the recent declines of the southern elephant seal 

Mirounga leonina. Mammal Rev. 35:82-100. 

Millon A, Petty SJ, Lambin X (2010) Pulsed resources affect the timing of first breeding and lifetime 

reproductive success of tawny owls. J. Anim. Ecol. 79:426-435. 

Moore JF, Wells CP, van Vuren DH, Oli MK (2016) Who pays? Intra- versus inter-generational costs 

of reproduction. Ecosphere 7:e01236. 

Moreno J (1989) Strategies of mass change in breeding birds. Biol. J. Linnean Soc. 37:297-310. 

Oosthuizen WC, De Bruyn PJN, Bester MN, Girondot M (2010) Cohort and tag-site-specific tag-loss 

rates in mark-recapture studies: a southern elephant seal cautionary case. Mar. Mam. Sci. 26:350-369. 

Oosthuizen WC, Bester MN, Tosh CA, Guinet C, Besson D, De Bruyn PJN (2011) Dispersal and 

dispersion of southern elephant seals in the Kerguelen Province, Southern Ocean. Antarct. Sci. 23:567-

577. 

Oosthuizen WC, Bester MN, Altwegg R, McIntyre T, De Bruyn PJN (2015) Decomposing the variance 

in southern elephant seal weaning mass: partitioning environmental signals and maternal effects. 

Ecosphere 6:139. 

Oosthuizen WC, Altwegg R, Nevoux M, Bester MN, De Bruyn PJN (2018) Phenotypic selection and 

covariation in the life-history traits of elephant seals: heavier offspring gain a double selective 

advantage. Oikos 127:875-889. 

Oosthuizen WC, Pradel R, Bester MN, De Bruyn PJN (2019) Making use of multiple surveys: 

estimating breeding probability using a multievent-robust design capture-recapture model. Ecol. Evol. 

9: 836-848 

Paterson JT, Rotella JJ, Link WA, Garrott R (2018). Variation in the vital rates of an Antarctic marine 

predator: the role of individual heterogeneity. Ecology 99: 2385-2396. doi.org/10.1002/ecy.2481. 

Péron G, Crochet PA, Choquet R, Pradel R, Lebreton JD, Gimenez O (2010). Capture-recapture models 

with heterogeneity to study survival senescence in the wild. Oikos 119:524-532. 



24 

Pistorius PA, Bester MN, Lewis MN, Taylor FE, Campagna C, Kirkman SP (2004) Adult female 

survival, population trend, and the implications of early primiparity in a capital breeder, the southern 

elephant seal (Mirounga leonina). J. Zool. (Lond.) 263:107-119. 

Pistorius PA, Bester MN, Hofmeyr GJG, Kirkman SP, Taylor FE (2008) Seasonal survival and the 

relative cost of first reproduction in adult female southern elephant seals. J. Mammal. 89:567-574. 

Pistorius PA, De Bruyn PJN, Bester MN (2011) Population dynamics of southern elephant seals: a 

synthesis of three decades of demographic research at Marion Island. Afr. J. Marine Sci. 33:523-534. 

Pledger S, Schwarz CJ (2002) Modelling heterogeneity of survival in band–recovery data using 

mixtures. J. Appl. Stat. 29:315-327. 

Pledger S, Pollock KH, Norris JL (2003) Open capture-recapture models with heterogeneity: I. 

Cormack-Jolly-Seber model. Biometrics 59:786-794. 

Postma M, Bester MN, De Bruyn PJN (2013a) Age-related reproductive variation in a wild marine 

mammal population. Polar Biol. 36:719-729. 

Postma M, Bester MN, De Bruyn PJN (2013b) Spatial variation in female southern elephant seal mass 

change assessed by an accurate non-invasive photogrammetry method. Antarct. Sci. 25:731-740. 

Pradel R (2005) Multievent: an extension of multistate capture recapture models to uncertain states. 

Biometrics 61: 442-447. 

Pradel R, Wintrebert CMA, Gimenez O (2003) A proposal for a goodness-of-fit test to the Arnason-

Schwarz multistate capture-recapture model. Biometrics 59:43-53. 

Pradel R (2009) The stakes of capture–recapture models with state uncertainty. – In: Modeling 

demographic processes in marked populations. In: Thomson DL, Cooch EG, Conroy MJ (eds) 

Modeling demographic processes in marked populations. Springer, New York, USA. pp. 781–795. 

Proaktor G, Coulson T, Milner-Gulland EJ (2008) The demographic consequences of the cost of 

reproduction in ungulates. Ecology 89:2604-2611. 

R Core Team. 2013. R: A language and environment for statistical computing. R Foundation for 

Statistical Computing, Vienna, Austria. URL http://www.R-project.org/. 



25 

Ricklefs RE, Cadena CD (2007) Lifespan is unrelated to investment in reproduction in populations of 

mammals and birds in captivity. Ecol. Lett. 10: 867-872. 

Robinson PW, Costa DP, Crocker DE, Gallo-Reynoso JP, Champagne CD, Fowler MA, et al. (2012) 

Foraging behavior and success of a mesopelagic predator in the Northeast Pacific Ocean: insights from 

a data-rich species, the northern elephant seal. PLoS ONE 7: e36728. 

Sanz-Aguilar A, Tavecchia G, Pradel R, Mínguez E, Oro D (2008) The cost of reproduction and 

experience-dependent vital rates in a small petrel. Ecology 89: 3195-3203. 

Schaub M, Gimenez O, Schmidt BR, Pradel R (2004) Estimating survival and temporary emigration in 

the multistate capture-recapture framework. Ecology 85:2107-2113. 

Stamps JA, Mangel M, Phillips JA (1998) A new look at relationships between size at maturity and 

asymptotic size. Am. Nat. 152:470-479. 

Stearns SC (1989) Trade-offs in life-history evolution. Funct. Ecol. 3:259-268. 

Tavecchia G, Pradel R, Boy V, Johnson AR, Cézilly F (2001) Sex- and age-related variation in survival 

and cost of first reproduction in greater flamingos. Ecology 82:165-174. 

Tavecchia G, Coulson, T, Morgan BJT, Pemberton JM, Pilkington JC, Gulland FMD, Clutton-Brock 

TH (2005) Predictors of reproductive cost in female Soay sheep. J. Anim. Ecol. 74: 201-213. 

Van den Hoff J, McMahon CR, Simpkins GR, Hindell MA, Alderman R, Burton HR (2014) Bottom-up 

regulation of a pole-ward migratory predator population. Proc. R. Soc. B 281:20132842.  

Van Noordwijk AJ, de Jong G (1986) Acquisition and allocation of resources: their influence on 

variation in life history tactics. Am. Nat 128:137-142. 

Vaupel JW, Yashin AI (1985) Heterogeneity’s ruses: some surprising effects of selection on population 

dynamics. Am. Stat. 39:176-185. 

Vaupel JW, Manton KG, Stallard E (1979) The impact of heterogeneity in individual frailty on the 

dynamics of mortality. Demography 16:439-454. 



26 

Williams GC (1966) Natural selection, the costs of reproduction, and a refinement of Lack’s principle. 

Am. Nat. 100:687-690. 

Wilson AJ, Nussey DH (2010) What is individual quality? An evolutionary perspective. Trends Ecol. 

Evol. 25:207-214. 

Zhang H, Vedder O, Becker PH, Bouwhuis S (2015) Age-dependent trait variation: the relative 

contribution of within-individual change, selective appearance and disappearance in a long-lived 

seabird. J. Anim. Ecol. 84:797-807. 



27 

TABLE 1 Candidate models representing hypotheses of the costs of first reproduction in southern 

elephant seals at Marion Island. The parameters of the model are tag loss (1�2 and	123), survival (�), 

breeding (�), migration (�5�,�5) and recapture (678	and	679,:). The effects of time (�), age (.),

position of flipper tag (;) and reproductive state (<=, >?=, �=, @=)	were considered. Numerical 

superscripts indicate variation in specific age classes. The structure of the umbrella model (model 1) 

was: 

 1�2. ;. .3,2BC,DE		123. ;		�-+,)*+,�+,,+ . .		�-+→)*+ . .	�)*+→�+. .				��+↔,+. .			�5�,�5.3,2,�,GH	

678 . �-+,)*+I�+,,+  679,: . �)*+I�+. The number of parameters (np), model deviance, ∆QAICc and the

QAICc weight (0�; the relative support by the data of a model, in relation to the other models), are 

given. Models in bold font were selected. 

Model Assumption of model np Deviance ∆ QAICc 0� 

Survival	(�) 

1 �-+,)*+,�+,,+. . 187 59653.81 8.37 0.01 

2 �-+,)*+I�+,,+. . 184 59706.98 44.90 0.00 

3 �-+,)*+I�+I,+. . 181 59711.67 42.66 0.00 

4 JKL,MNL. O	JPL,QL 183 59659.95 5.28 0.06 

5 �-+. .	�)*+,�+,,+ 180 59691.05 24.16 0.00 

6 �-+. .	�)*+I�+I,+ 178 59713.03 37.74 0.00 

7 �. . 177 59723.38 44.03 0.00 

Transition between reproductive states (��,��
)

8 �-+→)*+. .	�)*+→�+.				��+↔,+. . 180 59673.19 9.88 0.01 

9 �-+→)*+. .	�)*+→�+I�+→�+. .	�,+. . 180 59669.06 6.57 0.03 

10 RKL→MNL. O	RMNL→PL. O	RPL↔QL 179 59663.35 0.00 0.87 

11 �-+→)*+.				�)*+→�+. 					��+↔,+. . 177 59918.34 199.99 0.00 
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TABLE 2 Modelling individual heterogeneity (h) in female southern elephant seal survival, breeding, 

and recapture probabilities with two-class finite mixture models. Model H1 is the most parsimonious 

model without heterogeneity (model 10, Table 1). The structure of this model was �-+,)*+ . .	��+,,+ 

for survival, �-+→)*+ . .	�)*+→�+. .	��+↔,+ for breeding and 678 . �-+,)*+I�+,,+  679,: . �)*+I�+ for

recapture probabilities. The number of parameters (np), model deviance, ∆QAICc and the QAICc 

weight (0�; the relative support by the data of a model, in relation to the other models), are given. The 

model in bold font was selected. 

Model np Deviance ∆ QAICc 0� 

H1 �.				�.			6. 179 59663.23 1140.33 0.00 

H2 �( 		�.			6.  185 59659.84 1149.62 0.00 

H3 �.			�( 		6.  190 59643.56 1146.60 0.00 

H4 �.			�.			6( 185 58593.15 296.27 0.00 

H5 �( 	�(	6.   193 59637.30 1147.59 0.00 

H6 �( 	�.			6( 191 58399.76 153.56 0.00 

H7 �.			�( 	6( 195 58264.13 53.05 0.00 

H8 JS	RS	TS 201 58182.81 0.00 1.00 
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FIGURES 

FIGURE 1 Variation in adult demographic performance (e.g., survival and breeding probability) as a 

function of age of first reproduction as predicted by the trade-off hypothesis and the individual quality 

hypothesis, respectively  
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FIGURE 2 Age- and state-specific probability of breeding in year � + 1 given that an individual was a 

pre-breeder (PB), first-time breeder (FTB), experienced breeder (EB) or non-breeder (NB) in year � for 

southern elephant seals at Marion Island (1986 to 2013). Black squares represent recruitment 

probabilities (the probability to breed for the first time). Population level mean estimates and 95% 

confidence intervals were derived from model 10 (Table 1)  



31 

FIGURE 3 Age- and state-specific survival probabilities (�U,UV2) and 95% confidence intervals of pre-

breeder (PB), first-time breeder (FTB), experienced breeder (EB) and non-breeder (NB) female 

southern elephant seals at Marion Island (1984 to 2013). Population level mean estimates and 95% 

confidence intervals were derived from model 10 (Table 1). Parameters are indexed based on the age . 

(. = 0, 1, 2, … ≥ 6)	of individuals at time	� 
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FIGURE 4 Mean estimates and 95% confidence intervals of recruitment and breeding probabilities for 

female southern elephant seals at Marion Island (1986 to 2013) in relation to age, reproductive state, 

and the two heterogeneity groups selected by mixture model analyses (model H8, Table 2). Each 

heterogeneity group is represented by a different colour; on both panels individuals included in mixture 

A is represented by black points, those in mixture B by grey points. PB, Prebreeder; FTB, first-

timebreeder; EB, experienced breeder; NB, nonbreeder. 
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FIGURE 5 Mean estimates and 95% confidence intervals of survival probabilities (�U,UV2) for female 

southern elephant seals at Marion Island (1984 to 2013) in relation to age, reproductive state, and the 

two heterogeneity groups selected by mixture model analyses (model H8, Table 2). Each heterogeneity 

group is represented by a different colour; as in Figure 4, individuals included in mixture A are 

represented by black points, those in mixture B by grey points. Pre-breeder survival did not include 

heterogeneity  
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FIGURE 6 Variation in body mass as a function of reproductive state for female southern elephant 

seals at Marion Island. (a) The moult arrival and departure body mass of age 3 females that were first-

time breeders (FTB) in the preceding breeding season is compared to the body mass of pre-breeders 

(PB) (i.e., individuals that deferred breeding at age 3). (b) The breeding season arrival body mass of age 

4 experienced breeders (EB, i.e., females that were FTB at age 3) relative to age 4 females with no 

previous breeding experience (FTB). Horizontal boxplot lines show the median mass and boxes 

represent the 25th and 75th percentiles, respectively. Individual observations (×) are superimposed on 

boxplots  
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FIGURE 7 Southern elephant seal offspring weaning mass as a function of maternal age and 

reproductive state. All females breeding at age 3 are first-time breeders (FTB). Weaning mass did not 

differ between females that were experienced breeders at age 4 (EB) and those that were first-time 

breeders at age 4 (FTB). Individual observations (×) are superimposed on boxplots  




