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Abstract

Individual specialization in diet or foraging behavior within apparently general-

ist populations has been described for many species, especially in polar and

temperate marine environments, where resource distribution is relatively pre-

dictable. It is unclear, however, whether and how increased environmental vari-

ability – and thus reduced predictability of resources – due to global climate

change will affect individual specialization. We determined the within- and

among-individual components of the trophic niche and the within-individual

repeatability of d13C and d15N in feathers and red blood cells of individual

female southern rockhopper penguins (Eudyptes chrysocome) across 7 years. We

also investigated the effect of environmental variables (Southern Annular Mode,

Southern Oscillation Index, and local sea surface temperature anomaly) on the

isotopic values, as well as the link between stable isotopes and female body

mass, clutch initiation dates, and total clutch mass. We observed consistent red

blood cell d13C and d15N values within individuals among years, suggesting a

moderate degree of within-individual specialization in C and N during the pre-

breeding period. However, the total niche width was reduced and individual

specialization not present during the premolt period. Despite significant inter-

annual differences in isotope values of C and N and environmental conditions,

none of the environmental variables were linked to stable isotope values and

thus able to explain phenotypic plasticity. Furthermore, neither the within-indi-

vidual nor among-individual effects of stable isotopes were found to be related

to female body mass, clutch initiation date, or total clutch mass. In conclusion,

our results emphasize that the degree of specialization within generalist popula-

tions can vary over the course of 1 year, even when being consistent within the

same season across years. We were unable to confirm that environmental vari-

ability counteracts individual specialization in foraging behavior, as phenotypic

plasticity in d13C and d15N was not linked to any of the environmental vari-

ables studied.
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Introduction

There is increasing evidence for individual specialization

in resource use within generalist species. In such cases,

the niche of the specialized individuals is substantially

smaller than that of the population as a whole (Rough-

garden 1972; Bolnick et al. 2003). Examples of specializa-

tion are especially prevalent in the foraging behavior and

diet of marine predators (Bolnick et al. 2003). According

to optimal foraging theory, the level of individual special-

ization depends on the abundance and diversity of

resources, as well as on individuals’ phenotypic traits:

Reduced availability of preferred resources will lead to

increased intraspecific competition and an expansion of

the individual’s niche to include less valuable resources.

However, it depends on the individuals’ preferences for

different resources whether intraspecific competition will

increase or decrease individual specialization (Ara�ujo

et al. 2011). Individuals may on the other hand also differ

in their optimal diet, depending, for example, on their

ability to detect, capture, and handle prey, the risk of pre-

dation involved in capturing a specific prey, physiological

needs for specific nutrients, or differences in their bold-

ness/shyness (Schoener 1971; Ara�ujo et al. 2011; Patrick

and Weimerskirch 2014).

Differences in intrinsic quality may also explain the

link between individual specialization in resource use and

differential investment in reproduction: A number of

studies have shown a link between individual specializa-

tion in either foraging behavior or diet and measures of

reproductive success (e.g., Annett and Pierotti 1999;

Patrick and Weimerskirch 2014) or timing of reproduc-

tion (Ducatez et al. 2008; Anderson et al. 2009). On the

other hand, under fluctuating prey resources, individual

specialization may only be beneficial over shorter time

periods, with advantages leveling off in the long-term

(e.g., Woo et al. 2008; van de Pol et al. 2010). The occur-

rence of individual specialization and its long-term bene-

fits may thus also depend on the predictability of

resources, which should decline over temporal and spatial

scales. Indeed, foraging site fidelity decreased with forag-

ing range in temperate and polar seabird species, which

inhabit biomes with relatively predictable resource patches

(Weimerskirch 2007). In contrast, no such relationship

was found for tropical seabirds that forage in less pre-

dictable waters (Weimerskirch 2007).

If individual specialization depends on predictability of

the habitat/environment (also see Wakefield et al. 2015),

this raises the question whether long-term individual spe-

cialization will decrease with the increased environmental

variability caused by global climate change. To cope with

the manifold effects of global climate change, phenotypic

plasticity is emphasized as a critical characteristic espe-

cially for long-lived species (Vedder et al. 2013). Pheno-

typic plasticity is the ability of the genotype to modify its

phenotype (Houston and McNamara 1992), for example,

when an individual modifies its foraging behavior or

breeding behavior. Notably, phenotypic plasticity and

individual specialization in behavioral responses per se do

not contradict each other. At least as long as all individu-

als show the same level of phenotypic plasticity, individ-

ual differences in behavior (and therefore the degree of

individual specialization) remain consistent (cf. fig. 1b in

Nussey et al. 2005a). Such differential consistency is also

referred to as “broad-sense repeatability” (Stamps and

Groothuis 2010). However, the level of phenotypic plas-

ticity may also differ among individuals, with some react-

ing more plastically than others. This would counteract

consistent among-individual differences in behavior (cf.

fig. 1c in Nussey et al. 2005a) and therefore the repeata-

bility of individuals’ behavioral responses. In fact, among-

individual differences in phenotypic plasticity for a trait

may enhance the speed of micro-evolutionary adaptation

(Dingemanse and Wolf 2013), and may be critically

important for animals to adapt to changes in their envi-

ronment. This is because such among-individual differ-

ences in phenotypic plasticity could increase the lifetime

reproductive success of the better adapted and more plas-

tic individuals (Nussey et al. 2005b, 2007; Gienapp et al.

2008).

Stable isotope analysis presents a minimally invasive

method to study the approximate foraging area and

resource use and identify specialist and generalist patterns

both within and among species (Bearhop et al. 2004;

Kowalczyk et al. 2014; Polito et al. 2015). Furthermore,

stable isotope analysis can be applied during migration

and/or wintering periods when the deployment of GPS

devices or a more direct assessment of diet is difficult to

impossible (Cherel et al. 2007; Hinke et al. 2015). The

carbon stable isotope ratio (13C/12C, hereafter d13C)
mainly varies spatially within the marine ecosystem, with

distance from land and on a gradient from benthic to

pelagic food webs (reviewed in Rubenstein and Hobson

2004) and according to latitude (Cherel and Hobson

2007). Therefore, d13C serves as an indicator of the forag-

ing area of an animal (Cherel and Hobson 2007). In con-

trast, 15N accumulates stepwise from diet to consumer

tissues, and the nitrogen isotopic ratio (15N/14N, hereafter

d15N) therefore indicates the trophic level of an animal

within the food web (Minagawa and Wada 1984).

We investigated the degree of individual isotopic spe-

cialization, reflecting the individuals’ foraging behavior

(and therefore specifically the trophic level of prey taken

and the utilized foraging areas) across several years, using
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stable isotope analysis applied to tissues reflecting the pre-

breeding and the premolt periods in female southern

rockhopper penguins (Eudyptes chrysocome chrysocome;

hereafter SRP; Fig. 1). This species is ideal to study indi-

vidual specialization in foraging behavior over several

years as SRP are long-lived and highly philopatric to their

nest sites (Dehnhard et al. 2013b). Within their distribu-

tion area, d13C varies on the latitudinal and longitudinal

scale (Quillfeldt et al. 2010), implying that information

on d13C can be used to infer approximate foraging areas

(Dehnhard et al. 2011). Furthermore, being located rela-

tively low in the local food web (Weiss et al. 2009), while

feeding on a broad range of fish, squid, and crustacean

species (i.e., being food generalists; P€utz et al. 2013), SRP

appear to be sensitive to environmentally driven changes

in the food web. Previous studies have shown that body

mass, egg masses, and timing of breeding in this species

are linked to the prebreeding environmental conditions

(Dehnhard et al. 2015a,b). At the same time, adults are

highly consistent in their body mass at commencement of

breeding and in their investment into egg masses across

years (Dehnhard et al. 2015a). Long-term specialization

of individuals on specific prebreeding foraging areas or

food items might be an explanation for these findings.

However, to the best of our knowledge, no study so far

has investigated the level of individual specialization and

potential ecological consequences for these penguins.

The aims of this study were to investigate: (1) the

degree of individual specialization by comparing the

within- and among-individual variation in the total iso-

topic niche width; (2) the broad-sense repeatability (indi-

vidual consistency) in foraging behavior (i.e., trophic level

of prey and utilized foraging areas) using d15N and d13C;
(3) the level of phenotypic plasticity in trophic level and

foraging area within individuals in response to several

candidate environmental variables and to test whether it

differs among individuals (this would counteract individ-

ual specialization but could enhance the species’ speed of

adaptation to changes in the environment); and (4)

whether within- and among-individual differences in iso-

topic compositions are linked to body mass, clutch initia-

tion date, and clutch mass (i.e., whether specialization in

foraging behavior affects breeding parameters).

Materials and Methods

Study area and field methods

Fieldwork was conducted in the “Settlement Colony” on

New Island in the Falkland Islands/Islas Malvinas

(51°430S, 61°170W) between October 2006 and December

2013. In the framework of an ongoing project on mater-

nal investment starting in 2006, we gradually marked 461

randomly chosen adult females with passive integrated

transponders (PITs; 23-mm-long, glass-encapsulated,

TIRIS, Texas Instruments, USA; see Dehnhard et al.

2013a for more details). Each year (except in 2011 when

no fieldwork was conducted), we collected data on egg

laying dates, egg masses, and female body masses. We also

collected blood and feather samples from the same indi-

viduals (except in 2009 when no feather samples were col-

lected). The sex of the birds was determined from a

combination of morphological and behavioral observa-

tions (Poisbleau et al. 2010); males are larger than females

and both sexes have a fixed pattern of nest attendance

and incubation shifts which hardly varies among years

(Strange 1982). Briefly, after their winter migration, males

arrive in breeding colonies in the first week of October,

followed by the females a few days later. Both males and

females stay ashore and fast during the entire courtship

and egg laying period and the first incubation shift. In

the middle of November, males leave colonies for a ca.

10-day foraging trip, while females incubate eggs alone

during this second incubation shift. Females leave the col-

ony for foraging only after the males have returned. Molt

occurs in late March or April, allowing for a foraging trip

of at least 3 weeks after chicks have fledged (Strange

1982). Like all penguins, SRP molt their entire plumage

simultaneously and fast on land during this time (P€utz

et al. 2013).
Figure 1. Displaying female southern rockhopper penguin (Eudyptes

chryosocome chrysocome).
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We visited the colony daily from mid-October onward

to follow focal females equipped with a transponder and

record individual clutch initiation dates (corresponding

to the A-egg laying dates). We weighed both A and B

eggs to the closest 0.1 g using a digital balance on the day

when they were first observed. Total clutch mass was cal-

culated as the sum of A-egg mass and B-egg mass.

We captured females on their clutch initiation dates on

their nests, covered their head to minimize stress, and

took a small blood sample (<1 mL) from the brachial

vein, using a heparinized syringe and a 23-G needle.

Although sodium heparin contains carbon, previous stud-

ies in other vertebrates could not find significant effects

of this anticoagulant on red blood cell stable isotope mea-

surements (Kim and Koch 2012; Lemons et al. 2012), and

we therefore assumed that using heparinized syringes did

not affect the measured isotopic values in red blood cells.

Feathers were gently pulled out of the skin (2 white

feathers per individual). Birds were then weighed to the

nearest 20 g with an electronic balance following Pois-

bleau et al. (2010). Capture and handling did not exceed

10 min, and birds were released a few meters away from

their nests and returned to their partner on the nest. For

logistical reasons, some females were captured before or

after their clutch initiation date, and we applied correc-

tions for these cases (see Supplement 1).

Stable isotope analyses

Blood samples were stored on ice while being in the field

and subsequently centrifuged. Plasma was removed and

red blood cell samples were frozen (�20°C) and later

dried in a drying furnace (at 60°C) or lyophilized. Dried

red blood cells were ground to a fine powder and homog-

enized. Aliquots of 0.80 to 0.95 mg were weighed into tin

cups. Using one feather per individual bird, we excluded

calamus and rachis and cut the rest of the feather mate-

rial into small pieces (using stainless steel scissors) which

was then all filled into a tin cup, resulting in aliquots of

0.8 to 1.3 mg.

Stable isotope analyses of carbon and nitrogen were

conducted at the Laboratory of Oceanology, MARE Cen-

tre at the University of Li�ege as described in Thiebot

et al. (2015). Analytical precision (� SD) on replicated

samples equaled � 0.3 and � 0.5& for d13C and d15N,
respectively.

Environmental variables

We evaluated the effect of three different environmental

variables on isotope values: the two broad-scale climatic

indices Southern Annular Mode (SAM) and Southern

Oscillation Index (SOI) as well as local sea surface

temperature anomaly (SSTA). All three variables are tem-

perature-related, and we here also consider them as

potential proxies for food availability. A direct quantifica-

tion of food availability in the ocean is nearly impossible.

Ocean temperatures, however, are closely linked to pri-

mary productivity and therefore food availability. For

example, areas of upwelling, where nutrient-rich water

from the ocean’s bottom is breaching the surface, are

characterized by low water temperatures and high pri-

mary productivity (Mann and Lazier 2006). On the other

hand, the water column undergoes a shallower and more

stable stratification under higher temperatures, resulting

in a reduced availability of macronutrients for primary

producers in the light-exposed upper zone of the ocean

(Behrenfeld et al. 2006). As a consequence, ocean produc-

tivity decreases (Behrenfeld et al. 2006) and changes in

the composition of the food web occur under increased

ocean temperatures (Moline et al. 2004). Temperature

changes can therefore affect ocean productivity and con-

sequently availability of food in space and time (Durant

et al. 2007, 2010).

SAM is the dominant mode of atmospheric variability

in the Southern Hemisphere, with distinct effects on wind

patterns and sea surface temperatures (Marshall 2003).

SOI (also referred to as El Ni~no Southern Oscillation or

ENSO) is defined as the air-pressure difference between

the mid-Pacific (Tahiti) and West Pacific (Darwin). Both

of these broad-scale climatic indices have effects on sea

surface temperatures in the South Atlantic Ocean, with

positive SAM and SOI indices coupled to lower surface

temperatures (Kwok and Comiso 2002; Meredith et al.

2008). Local SSTA represent a different spatial scale and

thus reflect environmental conditions close to the colony.

Including environmental variables that reflect not only

local conditions at the breeding sites but also over a wider

spatial scale is important in the case of our study as SRP

are migratory and may therefore not be able to detect

local conditions until shortly before their arrival at their

breeding colonies (c.f. Frederiksen et al. 2004). All three

variables have previously been shown to affect either

breeding biology or population dynamics of other seabird

species, including SRP (Frederiksen et al. 2007; Emmer-

son et al. 2011; Baylis et al. 2012; Hindell et al. 2012;

Dehnhard et al. 2013b, 2015b).

To examine the effect of environmental variables on

red blood cell isotope compositions (i.e., reflecting the

prebreeding period), we proceeded similarly to Lynch

et al. (2012) and averaged environmental variables from

August and September. For the premolt period (i.e., iso-

topic compositions from feathers), we averaged environ-

mental variables from February and March. We chose

these time periods based on the breeding and molting

scheme of SRP (Strange 1982), the estimated turnover
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time of red blood cell isotopes (see Thiebot et al. 2015),

and the accumulation of body reserves prior to molting

(Green et al. 2009). We did not consider a time lag

between environmental variables and their potential

effects as: (1) SRP are feeding at low trophic level prey

that should be affected by environmental changes rapidly;

and (2) previous studies found immediate effects (i.e.,

without a time lag) of environmental conditions on SRP

female body masses, egg masses, and egg laying dates

(Dehnhard et al. 2015a,b).

Monthly SAM and SOI were downloaded from the Bri-

tish Antarctic Survey (http://www.nerc-bas.ac.uk/icd/

gjma/sam.html) and the University Center for Atmo-

spheric Research Climate Analysis Section Data Catalogue

(http://www.cgd.ucar.edu/cas/catalog/climind/SOI.signal.

ascii), respectively. For local SSTA (in °C), we selected a 2°
grid in the west of New Island (50–52°S, 61–63°W). This

area is known to be the major foraging location of SRP dur-

ing the breeding season (Ludynia et al. 2012, 2013) and

may also be used by the penguins shortly before arrival to

the breeding sites in spring. Monthly SSTA were based on

the difference between monthly sea surface temperature

and the long-term monthly average (from 1971 to 2000)

and were obtained from the National Oceanic and Atmo-

spheric Administration (http://iridl.ldeo.columbia.edu/

SOURCES/.NOAA/.NCEP/.EMC/.CMB/.GLOBAL/.Reyn_

SmithOIv2/.monthly/).

Statistical analyses

We considered only females for which we had obtained

blood as well as body mass, A-egg mass and B-egg mass

for at least 3 years, and feather samples for at least 2 years.

This resulted in a database of 130 records (between 11 and

25 per year) from 30 different females. Over the 7 years,

individuals were blood-sampled on average in 4.3 � 1.0

SD (min. 3, max. 6) years. As feathers were not sampled in

2009, the corresponding number for feather samples was

lower (average 3.67 � 1.1 SD; min. 2, max. 5).

To determine the degree of individual specialization

within our study population, we followed the approach of

Bolnick et al. (2003) and distinguished between the

within-individual component (WIC) and the among-indi-

vidual component (AIC) of the population’s total niche

width (TNW). We adapted the approach by Jaeger et al.

(2009) and – separately for d15N and d13C and both ana-

lyzed tissues – calculated the WIC as the average of the

isotopic variance within all samples obtained per individ-

ual across the study period of 7 years. For the AIC, we

calculated the average isotopic value per individual bird

across the 7 years and then determined the variance

between the averaged values per individual. Generalist

populations are characterized by a large TNW.

Considering that WIC + AIC = TNW, a generalist popu-

lation with a high degree of individual specialization is

characterized by a large AIC, such that the WIC/TNW

ratio is decreasing with increasing individual specializa-

tion (Roughgarden 1972; Bolnick et al. 2003). Notably,

the WIC/TNW ratio forms a continuum, and while the

upper limit of WIC/TNW = 1 is well defined as a true

generalist population, drawing a lower limit for a general-

ist population (or, in other words, an upper limit for

what can still be called individual specialization) is more

difficult. In a recent review of the existing literature on

individual specialization across taxa, the average WIC/

TNW ratio was 0.66 (and therefore closer to 1 than to 0),

although the vast majority of the included studies docu-

mented individual specialization (Ara�ujo et al. 2011). As

such, even a WIC/TNW of 0.7 might still be referred to

as “moderate specialization” (Jaeger et al. 2010) as this

would reflect that the individuals’ niche is only 70% as

broad as the niche of the entire population.

To determine individual consistency in foraging behav-

ior, we calculated the among-year repeatabilities for red

blood cell and feather d15N and d13C within females,

using REML-based linear mixed models as described in

Nakagawa and Schielzeth (2010), in the rptR package

(Schielzeth and Nakagawa 2013) in R (version 3.1.1; R

Core Team 2014).

We then tested the effect of year and the influence of

environmental variables on red blood cell and feather

d15N and d13C by fitting linear mixed effects models (first

set of LMM). We also used LMM to test the interplay

between d15N and d13C and female body mass, clutch ini-

tiation date, and total clutch mass (second set of LMM).

In order to test for individual-level plasticity, we used

within-individual-centered data as explanatory variables

to differentiate within-individual-level responses from

among-individual-level responses and also tested for the

support of individual random slopes, as previously

described by van de Pol and Wright (2009). We therefore

calculated within-individual-centered (xij�xj) SAM, SOI,

and SSTA for the first set of LMM (to investigate the

effect of environmental variables on red blood cell and

feather d15N and d13C) and within-individual-centered

d15N and d13C for the second set of LMM (relationship

between stable isotopes and female body mass, clutch ini-

tiation date, and total clutch mass). Briefly, xij would, for

example, reflect the SAM experienced by individual j in

year i. xj would then be the average SAM experienced by

individual j across all years that individual j was included

in the study (e.g., xj would be calculated as the average

SAM in the years 2006, 2007, and 2008 for an individual

that was blood-sampled in these 3 years). In the models,

(xij�xj) would consequently reflect within-individual

effects and (xj) would reflect among-individual effects.
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For the first set of LMM, we conducted separate mod-

els for all four dependent variables, namely red blood cell

and feather d15N and d13C. We first tested for the effect

of year (explanatory variable) on these dependent vari-

ables, controlling for the repeated sampling of the same

females by including bird identity as a random effect.

Thereafter, we continued with the three (individual-cen-

tered) candidate environmental variables (SAM, SOI, and

SSTA). As not only linear, but also quadratic effects could

be possible (Cimino et al. 2014), we also included the

quadratic terms of the environmental variables in models.

As environmental variables were partly correlated with

each other during the study period (e.g., February–March

SOI and SSTA: Pearson’s r = 0.85, P = 0.015,

N = 7 years), we decided against fitting several (or all)

explanatory variables into one model but instead – in

order to avoid collinearity and retain the same procedure

for all models – ran one model per explanatory variable –
separately for all dependent variables (i.e., a total of 28

models, including null models without any explanatory

variable). Each of these models contained bird identity

and year as independent random effects. After identifying

the best fixed effects model structure (i.e., the best

explanatory environmental variable), we validated whether

the within-individual effect was significant. Only if this

was the case (see van de Pol and Wright 2009), we con-

tinued to validate the random-effect model structure by

testing whether individual random slopes were supported

in the model or not.

We proceeded similarly for the second set of LMM.

Here, we conducted separate models for the effect of red

blood cell d15N and d13C on the three dependent vari-

ables female body mass, clutch initiation date, and total

clutch mass. To account for differences among years in

both stable isotope variables (see Results) as well as

female body mass, clutch initiation date, and total clutch

mass (Dehnhard et al. 2015a,b), we standardized all of

these values within each year, using z-scores. We then

centered red blood cell d15N and d13C individually and

included these individual-centered values as explanatory

variables in separate models (as d15N and d13C were sig-

nificantly correlated; Pearson’s r = 0.53, P < 0.001),

resulting in a total of 9 models including null models.

Again, we included bird identity and year as independent

random effects, and, only if the within-individual effect

was significant, tested for the support of individual ran-

dom slopes in the model.

All models were fit with the lme4 package (Bates et al.

2011) in R and based on restricted maximum likelihood

(REML). P-values were obtained from likelihood-ratio

tests (fit with maximum likelihood) based on the model

with and without the concerned variable. We followed

Nakagawa and Schielzeth (2013) to calculate marginal R2

values (R2
m, for the variance explained only by fixed

effects) and conditional R2 values (R2
c , based on the vari-

ance explained by both fixed and random effects). Models

were validated using the protocols described in Zuur

et al. (2009).

Results

Total niche width (TNW) and degree of
individual specialization

During the prebreeding period (as reflected by red blood

cell isotopes), SRP females showed a wider TNW for

d15N than for d13C (Table 1, Fig. 2). For d15N, within-
and among-individual variation during the 7-year study

period was similar (Table 1, Fig. 2) and the WIC/TNW

was 0.52. For d13C, among-individual variation was lower

than within-individual variation, resulting in a WIC/

TNW ratio of 0.68 (Table 1).

Feather stable isotope data, reflecting the foraging

behavior during the premolt period, showed a similar

TNW for both d15N and d13C (Table 1, Fig. 2). The

among-individual variation was markedly smaller than

the within-individual variation, resulting in a WIC/TNW

ratio of 0.78 and 0.72, respectively (Table 1).

Repeatability as a measure of individual
consistency

Red blood cell d15N and d13C were significantly repeatable

within individual females across years (Table 2). In con-

trast, feather d15N and d13C were not repeatable within

individuals, reflecting no such individual consistency for

the premolt period. There was no significant correlation

Table 1. Total niche width (TNW), within-individual and among-indi-

vidual components (WIC and AIC), and the WIC/TNW ratio reflecting

the degree of individual specialization, calculated from red blood cells

and feathers of the same individual females across several years. WIC

reflects the variation within individuals and AIC the variation among

individuals. WIC/TNW ranges from 0 to 1, with increasing individual

specialization as values approach 0. N = 130 red blood cell and

N = 110 feather samples originating from 30 individual female rock-

hopper penguins sampled three to six times (red blood cells), and two

to five times (feathers), respectively, across 7 years.

Red blood cells Feathers

d15N d13C d15N d13C

TNW (&) 1.12 0.28 0.67 0.54

WIC (&) 0.59 0.19 0.53 0.39

AIC (&) 0.54 0.09 0.15 0.15

WIC/TNW 0.52 0.68 0.78 0.72
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in either d15N or d13C between red blood cells and feath-

ers (Pearson’s r ≤ |0.16|, P ≥ 0.101).

Variability of stable isotope compositions
among years and with environmental
variables

Red blood cell d15N and d13C differed significantly among

years (Fig. 3; F6 = 7.55 and 9.58, respectively, both

P < 0.001), and the same was true for feather d15N and

d13C (Fig 2; F5 = 20.05 and 8.41, respectively, both

P < 0.001). Nevertheless, none of the models with envi-

ronmental variables to account for annual variability in

red blood cell and feather d15N and d13C performed sub-

stantially better than the null model (Table 3). The

within-individual effect was not significant in any of the

models (all F1 < 3.24, P ≥ 0.066), and it was, for this rea-

son, not indicated to include individual random slopes to

test for among-individual differences in phenotypic plas-

ticity into models. Overall, we therefore found no evi-

dence for phenotypic plasticity in isotopic composition in

response to the chosen environmental variables.

Interplay between blood stable isotopes
and female mass, clutch initiation date, and
total clutch mass

Female body mass, clutch initiation date, and total clutch

mass were not significantly affected by either within-indi-

vidual or among-individual effects of red blood cell d15N
or d13C (all F1 ≤ 2.59; P ≥ 0.103). Overall, stable isotopes

explained a low proportion of variance in models (0.1%

to 7.3%; c.f. R2
m values in Table 4). In contrast, year and

bird identity (included as random effects) contributed a

much higher proportion to model fit in all models as

reflected by the high R2
c values (59.7 to 85.1%; see

Table 4).

Discussion

Individual specialization across time

Red blood cell stable isotopes indicated a moderate degree

of individual isotopic specialization, with the individuals’

isotopic niches being 52% and 68% as broad as the popu-

lation’s niche, for d15N and d13C, respectively. Compared

to the average documented WIC/TNW ratio in studies

documenting individual specialization across taxa

(0.66 � 0.21 SD; Ara�ujo et al. 2011), our results are

therefore in the average to below-average range, indicat-

ing significant individual specialization in foraging behav-

ior during the prebreeding period. This also coincides

with our result of significant repeatability of red blood

cell d15N and d13C across years. While individual females

therefore appeared consistent in their use of foraging

areas and trophic level of prey during the prebreeding

period across several years, we could not confirm these

results for the premolt period. Feather d15N and d13C
showed a high within-individual variation and were not

repeatable within individuals across years. SRP have so far

been seen as food generalists with a high variability in

their diet over space and time (reviewed in P€utz et al.

2013). Our current results suggest that our study popula-

tion consists of isotopic specialists during the prebreeding

period and of isotopic generalists before molt (Bearhop

et al. 2004). Thus, female SRP switch within the course of

Figure 2. Within- and among-individual variation in red blood cell

and feather d13C and d15N of southern rockhopper penguins. Circles

mark the average value per individual, and error bars show the

within-individual variance among years. The variance among the

average values per individual (circles) is defined as the among-

individual component (AIC) of the trophic niche. The average value of

the within-individual variance (error bars) presents the within-

individual component (WIC) of the trophic niche.

Table 2. Repeatability of red blood cell and feather isotope ratios

within individual females across multiple years. For sample sizes, see

Table 1.

Repeatability�SE P-value

Red blood cells

d15N 0.472 � 0.086 <0.001

d13C 0.203 � 0.101 0.037

Feathers

d15N 0.013 � 0.065 1.000

d13C 0.025 � 0.055 1.000
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a year between type A generalists (i.e., generalist individu-

als utilizing a wide range of food types/foraging areas)

and type B generalists (i.e., individuals specializing on dif-

ferent food types/foraging areas) as defined by Bearhop

et al. (2004). Such a seasonal alternation in specialization

behavior is highly interesting and has rarely been

described (but see Herrera et al. 2008; Hammerschlag

et al. 2010). Most studies on individual isotopic special-

ization are based on a single sampling event (often

obtaining multiple tissue samples per individual; e.g., Jae-

ger et al. 2010) or sampling multiple times within the

course of only one breeding season or year (e.g., Ceia

et al. 2012). Only few studies so far have taken data from

the same individuals across multiple years into account

(and these are usually restricted to only one time period/

life-history stage; reviewed in Ara�ujo et al. 2011; but see

Wakefield et al. 2015 for a recent multiyear study). Our

results emphasize that the degree of specialization in for-

aging behavior may differ among time periods within the

course of 1 year, even when being consistent within the

same season across years. Therefore, we caution that the

degree of individual specialization within a population

may be highly time-dependent. For future studies on

individual specialization, multiple sampling events across

different time periods within and among years would

therefore be desirable.

From a life-history point of view, it appears interesting

that female SRP show different strategies in regard to iso-

topic specialization between the prebreeding and premolt

periods. During both periods, birds need to obtain ade-

quate body reserves for the subsequent fasting bouts and

for the synthesis of eggs and feathers, respectively (see

P€utz et al. 2013 for an overview of the annual life cycle).

Successful foraging is therefore crucial during both peri-

ods to maximize reproductive investment (Dehnhard

et al. 2015a) and – even more critical – avoid starvation

during molt (Keymer et al. 2001). A potential explanation

why SRP nevertheless show different strategies during

prebreeding and premolt could be related to different

time constraints. During winter, SRP are absent from the

colonies for about 5 months, which allows them to dis-

perse widely (P€utz et al. 2006; Thiebot et al. 2015). Dif-

ferential individual preferences for certain wintering areas

(and/or prey occurring there) inevitably affect the pre-

breeding isotopic compositions (see Dehnhard et al.

2011) and could result in high among-individual variabil-

ity in d15N and d13C (Thiebot et al. 2015). Thus, among-

individual differences in prebreeding foraging areas (and

consistency therein across years; also see Wakefield et al.

2015) in combination with spatial differences in the avail-

ability of prey (or the preys’ isotopic composition) are a

likely explanation for the here-found individual specializa-

tion in foraging behavior during the prebreeding period.

In contrast, during the rather short time period between

fledging of chicks and molt (approximately 3–7 weeks

during which body reserves for molt are accumulated;

Warham 1963; Strange 1982), adult females may not dis-

perse as far or may utilize one specific foraging region (as

observed by Thiebot et al. 2014 for the closely related

macaroni penguin Eudyptes chrysolophus) with a dominat-

ing prey type. Both possibilities could explain the rela-

tively small among-individual isotopic variation in

feathers compared to red blood cells from the prebreeding

period. Our results of low among-individual variation in

Figure 3. Annual variation in red blood cell

(left column) and feather (right column) d15N

and d13C (means � SD). Note that no red

blood cell samples were collected in 2011 and

no feather samples in 2009 and 2011.
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feather d15N and d13C furthermore coincide with the low

variation found in the same isotopic elements in (whole)

blood of molting macaroni penguins (Thiebot et al.

2014). Importantly, red blood cells and feathers differ in

their trophic fractionation (Bearhop et al. 2002; Cherel

et al. 2005b), which likely explains the consistently higher

d13C values in feathers compared to red blood cells. How-

ever, this should not affect the total niche width when

focusing on the tissues separately as we did. Also, we

assume that fasting during molt and therefore the build-

ing of feathers from fat and protein stores as compared

to the more direct assimilation of food resources for the

formation of red blood cells did not affect our results

regarding specialization. Although we did not sample

blood and feathers simultaneously during the molt

period, previous studies have shown comparable

among-individual variability in both tissues (Cherel et al.

2005a,b).

Individual differences in fractionation factors, for

example, due to differences in individual physiology such

as nutritional condition (Hobson et al. 1993) may –
besides dietary specialization – also have a small effect on

the TNW. However, such effects can be assumed to be

rather small (Bearhop et al. 2004), and furthermore, one

would expect to find the same individual effect on both

feathers and red blood cells. Therefore, our differential

results for the level of individual specialization from red

blood cells and feathers should not be an artifact due to

Table 3. Comparison of linear mixed effects models for red blood cell and feather d15N and d13C. Models contained environmental variables

(SSTA, sea surface temperature anomaly; SAM, Southern Annular Mode; SOI, Southern Oscillation Index) as explanatory variables, with both the

within-individual-centered data point (xij�xj ) as well as the average value for each individual across years (xj ). Environmental variables were aver-

aged for the months of August and September for models on red blood cells isotopes, and for the months of February and March for those on

feather isotopes. We also included null models (without any environmental variable) for comparison in the modeling process. All models (including

null models) contained bird identity and year as independent random effects. AIC presents the Akaike information criterion. Marginal R2 values

(R2m) denote the variance explained only by fixed effects, whereas conditional R2 values (R2c ) express the variance explained by both fixed and ran-

dom effects.

AIC DAIC R2m R2c

Red blood cell d15N

Null 304.907 0.000 0.000 0.625

SSTA (xij�xj )+SSTA (xj ) 305.754 0.847 0.039 0.636

SOI (xij�xj)+SOI (xj) 307.973 3.066 0.015 0.645

SAM (xij�xj )+SAM (xj )+(SAM (xij�xj ))
2+(SAM (xj ))

2 308.555 3.648 0.051 0.645

SAM (xij�xj )+SAM (xj ) 308.879 3.972 0.001 0.645

SSTA (xij�xj )+SSTA (xj )+(SSTA (xij�xj ))
2+(SSTA (xj ))

2 309.325 4.418 0.048 0.652

SOI (xij�xj)+SOI (xj)+(SOI (xij�xj ))
2+(SOI (xj ))

2 311.502 6.596 0.015 0.653

Red blood cell d13C

Null 150.788 0.000 0.000 0.504

SSTA (xij�xj )+SSTA (xj ) 150.931 0.142 0.072 0.512

SAM (xij�xj )+SAM (xj ) 153.383 2.594 0.044 0.528

SOI (xij�xj)+SOI (xj) 154.174 3.385 0.007 0.538

SSTA (xij�xj )+SSTA (xj )+(SSTA (xij�xj ))
2+(SSTA (xj ))

2 154.471 3.682 0.069 0.535

SAM (xij�xj )+SAM (xj )+(SAM (xij�xj ))
2+(SAM (xj ))

2 155.321 4.532 0.063 0.538

SOI (xij�xj)+SOI (xj)+(SOI (xij�xj ))
2+(SOI (xj ))

2 156.784 5.996 0.016 0.510

Feather d15N

SOI (xij�xj)+SOI (xj)+(SOI (xij�xj ))
2+(SOI (xj ))

2 198.618 0.000 0.058 0.624

Null 199.867 1.249 0.000 0.564

SSTA (xij�xj )+SSTA (xj )+(SSTA (xij�xj ))
2+(SSTA (xj ))

2 201.183 2.565 0.058 0.607

SSTA (xij�xj )+SSTA (xj ) 202.576 3.957 0.022 0.601

SOI (xij�xj)+SOI (xj) 203.083 4.465 0.004 0.610

SAM (xij�xj )+SAM (xj ) 203.486 4.868 0.024 0.615

SAM (xij�xj )+SAM (xj )+(SAM (xij�xj ))
2+(SAM (xj ))

2 204.926 6.307 0.040 0.612

Feather d13C

Null 210.205 0.000 0.000 0.369

SOI (xij�xj)+SOI (xj) 210.316 0.111 0.097 0.385

SOI (xij�xj)+SOI (xj)+(SOI (xij�xj ))
2+(SOI (xj ))

2 211.483 1.278 0.091 0.374

SSTA (xij�xj )+SSTA (xj ) 211.990 1.786 0.118 0.394

SAM (xij�xj )+SAM (xj ) 212.486 2.281 0.061 0.395

SSTA (xij�xj )+SSTA (xj )+(SSTA (xij�xj ))
2+(SSTA (xj ))

2 212.673 2.469 0.084 0.401

SAM (xij�xj )+SAM (xj )+(SAM (xij�xj ))
2+(SAM (xj ))

2 213.199 2.995 0.040 0.410
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the different tissue types but truly reflect behavioral dif-

ferences between the two different time periods.

Effects of environmental variability on
stable isotopes

Variations in red blood cell and feather d13C and d15N in

SRP females were not explained by environmental vari-

ables included in the models, namely SAM, SOI, and local

SSTA. Our selection of environmental variables was based

on existing literature which showed that especially SAM

and SSTA are linked to breeding phenology, body mass,

and survival of SRP (Dehnhard et al. 2013b, 2015a,b).

Admittedly, interactions among factors of the environ-

ment and the food web are complex. Environmental con-

ditions might not only affect the availability of different

prey types but may also affect the winter distribution of

seabirds differentially (Veit and Manne 2015). Moreover,

we were not able to include information on the isotopic

composition of prey species (i.e., the isotopic baseline

and isoscape) in this study. We therefore cannot assess

whether and how these isotopic values differed among

years and over the broad spatial scale utilized by SRP

during the prebreeding and premolt periods (Dehnhard

et al. 2011; Ratcliffe et al. 2014). Annual and spatial vari-

ation in some prey species has been previously described

by Quillfeldt et al. (2015), and this may have affected our

results. Specifically, year differences in the isotopic base-

line could have precluded us from finding a relationship

between environmental conditions and the penguins’ iso-

topic values. Similarly, the differences in penguin stable

isotopes among years may be related rather to differences

in the isotopic baseline than to true interannual differ-

ences in diet or foraging areas. The lack of baseline iso-

topic values therefore leads to some uncertainty about the

interpretation of our data. Nevertheless, this should not

have affected our results about the isotopic specialization

of individuals. Furthermore, for testing the relationship

between stable isotopes and female body mass and breed-

ing behavior, we corrected for a potential baseline effect

by standardizing both isotope values as well as female

body mass and breeding parameters. These results are

therefore independent of potential isotopic baseline

effects.

Effects of isotopes on breeding behavior

Against our expectation, we found no among-individual

effect of isotopes on either female body mass, clutch initi-

ation date, or total clutch mass. Thus, the earlier

described consistency of individuals in their prebreeding

body mass and egg mass (Dehnhard et al. 2015a) was

independent of the specialization of individuals on their

prebreeding foraging areas or trophic level of prey. While

relationships between individual specialization in foraging

behavior and the timing of breeding (Anderson et al.

2009) and reproductive success (Spear 1993; Annett and

Pierotti 1999; Patrick and Weimerskirch 2014) have been

described previously, implications of individual specializa-

tion on the adults’ mass, egg mass, or egg volume appear

rather rare (but see Annett and Pierotti 1999; Votier et al.

2004, 2010; Masello et al. 2013). Furthermore – and in

agreement with our results – several other studies could

not find a connection between specialization in foraging

behavior and adult body mass index (Ceia et al. 2012),

food delivery rates (Watanuki et al. 2010), weaning mass

(Ducatez et al. 2008), fledging success (Votier et al. 2004;

Woo et al. 2008), and long-term survival (Woo et al.

2008; van de Pol et al. 2010). The adaptive significance of

individual specialization in foraging behavior in SRP

therefore remains unclear. It might simply reflect fidelity

to foraging sites or diet, independent of intraspecific com-

petition (Baylis et al. 2015). Alternatively, the here-

observed pattern of individual specialization in foraging

behavior may reduce intraspecific competition without

being coupled to specific individual advantages. Finally,

adaptive benefits may only occur under certain conditions

or in certain years, with effects leveling out in the long

term (see Woo et al. 2008; van de Pol et al. 2010).

Along with the lack of among-individual effects, we

could also find no within-individual effect of either d13C
or d15N on female body mass or breeding behavior. Con-

sequently, there was no indication of phenotypic plasticity

Table 4. Structure of linear mixed effects models to test the effect of

red blood cell d15N and d13C on female body mass, clutch initiation

date, and total clutch mass. Each model contained either d15N or

d13C as explanatory variable, with both the within-individual-centered

data point (xij�xj ) and the average value for each individual across

years (xj ). All models further contained year and bird identity as inde-

pendent random factors. AIC presents the Akaike information crite-

rion. Marginal R2 values (R2m) denote the variance explained only by

fixed effects, whereas conditional R2 values (R2c ) express the variance

explained by both fixed and random effects.

AIC R2m R2c

Female body mass

d15N (xij�xj )+d
15N (xj ) 225.912 0.066 0.851

d13C (xij�xj )+d
13C (xj ) 225.510 0.073 0.851

Clutch initiation date

d15N (xij�xj )+d
15N (xj ) 326.230 0.001 0.597

d13C (xij�xj )+d
13C (xj ) 321.755 0.056 0.605

Total clutch mass

d15N (xij�xj )+d
15N (xj ) 249.908 0.058 0.809

d13C (xij�xj )+d
13C (xj ) 249.562 0.065 0.809
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in female body mass or breeding behavior in response to

changes in diet or foraging behavior.

Conclusion

Individual specialization in foraging behavior may have

important consequences on evolutionary adaptations

when counteracting phenotypic plasticity. Previously con-

sidered a generalist species, female SRP show consistent

among-individual differences in body mass and egg

masses across years, and this was suggested to be related

to individual specialization in foraging behavior. We

investigated variation in stable isotopic compositions both

within and among individuals and the effects of these

variations on female body mass, the timing of breeding,

and the investment into breeding across multiple years in

this species. Our findings emphasized that the degree of

individual isotopic specialization within generalist popula-

tions may vary, so that a population may be composed of

isotopic specialists at one time period but consists of true

generalists during another period of the annual cycle.

Animals commonly change their diets in the course of a

year – for example, to cope with specific demands during

breeding or migration (Parrish 1997; van Gils et al. 2005)

– but a shift from isotopic specialization to isotopic gen-

eralization has rarely been described in the literature.

Importantly, mention of specialists and generalists should

therefore also take the time period into consideration, as

the behavior might change over the course of the year.

SRP females showed significant individual specialization

in d15N and d13C only during the prebreeding period,

and these among-individual differences remained consis-

tent across years. Surprisingly, though, and contrary to

the previous suggestion, this individual specialization in

foraging behavior was not related to individual consis-

tency in body mass or investment into egg mass. Varia-

tion in isotopic values was also unrelated in any form to

the studied environmental variables (SAM, SOI, and local

SSTA). Consequently, we were unable to confirm any

phenotypic plasticity in the isotopic composition in

response to environmental variables. Environmental vari-

ability, at least for our 7-year dataset, appears not to

counteract individual isotopic specialization. With the

long-term “experiment” of ongoing global climate change,

our data provide a useful comparison to studies in future

decades to give a definite answer on whether increasing

environmental variability will counteract individual long-

term specialization or not.

Acknowledgments

We are grateful to the New Island Conservation Trust for

permission to work on the island. We thank Ian, Maria

and Georgina Strange, Dan Birch, Charles Swift, George

Guille, Sam Balderson, Gunnar Scholtz, Katrin Ludynia,

and Riek van Noordwijk for their support during the field

seasons. Thanks also to Nick Rendell, Falkland Islands

Government, for logistic help and Alastair M. M. Baylis

and two anonymous reviewers for helpful comments on

the manuscript. This study was performed according to

Belgian and Flemish law and was approved by the ethical

committee on animal experimentation (ECD, ID number:

2011/44). All work was conducted under research licenses

granted by the Environmental Planning Department of

the Falkland Islands Government. This study was funded

by the University of Antwerp, FWO Flanders (grant num-

bers: 1.2.619.10.N.00, 1.5.020.11.N.00, and 1265414N to

M.P. and N.D.), the Deutsche Forschungsgemeinschaft

DFG (Qu 148/1-ff), and an Environmental Studies Budget

grant from the Falkland Islands Government. G.L and

N.S are both appointed at Belgian Fund for Scientific

Research (FRS-FNRS) as Research Associate and Research

Logistic Collaborator, respectively.

Data Accessibility

Data will be made available on Dryad after acceptance of

the manuscript.

Conflict of Interest

None declared.

References

Anderson, O. R. J., R. A. Phillips, R. F. Shore, R. A. R. McGill, R. A.

McDonald, and S. Bearhop. 2009. Diet, individual specialisation

and breeding of brown skuas (Catharacta antarctica lonnbergi): an

investigation using stable isotopes. Polar Biol. 32:27–33.
Annett, C. A., and R. Pierotti. 1999. Long-term reproductive

output in western gulls: consequences of alternate tactics in

diet choice. Ecology 80:288–297.
Ara�ujo, M. S., D. I. Bolnick, and C. A. Layman. 2011. The

ecological causes of individual specialisation. Ecol. Lett.

14:948–958.

Bates, D., M. Maechler, and B. Bolker. 2011. lme4: linear

mixed-effects models using S4 classes. R package version

0.999375-42. Available at http://CRAN.R-project.org/

package=lme4.

Baylis, A. M., A. F. Zuur, P. Brickle, and P. A. Pistorius. 2012.

Climate as a driver of population variability in breeding

gentoo penguins Pygoscelis papua at the Falkland Islands.

The Ibis 154:30–41.

Baylis, A. M. M., R. A. Orben, J. P. Y. Arnould, K. Peters, T.

Knox, D. P. Costa, et al. 2015. Diving deeper into individual

foraging specializations of a large marine predator, the

southern sea lion. Oecologia 179:1053–1065.

4498 ª 2016 The Authors. Ecology and Evolution published by John Wiley & Sons Ltd.

Individual Specialization in Rockhopper Penguins N. Dehnhard et al.

http://CRAN.R-project.org/package=lme4
http://CRAN.R-project.org/package=lme4


Bearhop, S., S. Waldron, S. C. Votier, and R. W. Furness.

2002. Factors that influence assimilation rates and

fractionation of nitrogen and carbon stable isotopes in avian

blood and feathers. Physiol. Biochem. Zool. 75:451–458.

Bearhop, S., C. E. Adams, S. Waldron, R. A. Fuller, and H.

MacLeod. 2004. Determining trophic niche width: a novel

approach using stable isotope analysis. J. Anim. Ecol.

73:1007–1012.
Behrenfeld, M. J., R. T. O’Malley, D. A. Siegel, C. R. McClain,

J. L. Sarmiento, G. C. Feldman, et al. 2006. Climate-driven

trends in contemporary ocean productivity. Nature 444:752–

755.

Bolnick, D. I., R. Svanb€ack, J. A. Fordyce, L. H. Yang, J. M.

Davis, C. D. Hulsey, et al. 2003. The ecology of individuals:

incidence and implications of individual specialization. Am.

Nat. 161:1–28.
Ceia, F., R. Phillips, J. Ramos, Y. Cherel, R. Vieira, P. Richard,

et al. 2012. Short- and long-term consistency in the foraging

niche of wandering albatrosses. Mar. Biol. 159:1581–1591.

Cherel, Y., and K. A. Hobson. 2007. Geographical variation in

carbon stable isotope signatures of marine predators: a tool

to investigate their foraging areas in the Southern Ocean.

Mar. Ecol. Prog. Ser. 329:281–287.

Cherel, Y., K. A. Hobson, F. Bailleul, and R. Groscolas. 2005a.

Nutrition, physiology, and stable isotopes: new information

from fasting and molting penguins. Ecology 86:2881–2888.
Cherel, Y., K. A. Hobson, and S. Hassani. 2005b. Isotopic

discrimination between food and blood and feathers of

captive penguins: implications for dietary studies in the

wild. Physiol. Biochem. Zool. 78:106–115.
Cherel, Y., K. A. Hobson, C. Guinet, and C. Vanpe. 2007.

Stable isotopes document seasonal changes in trophic niches

and winter foraging individual specialization in diving

predators from the Southern Ocean. J. Anim. Ecol. 76:826–
836.

Cimino, M., W. Fraser, D. Patterson-Fraser, V. Saba, and M.

Oliver. 2014. Large-scale climate and local weather drive

interannual variability in Ad�elie penguin chick fledging

mass. Mar. Ecol. Prog. Ser. 513:253–268.
Dehnhard, N., C. C. Voigt, M. Poisbleau, L. Demongin, and P.

Quillfeldt. 2011. Stable isotopes in southern rockhopper

penguins: foraging areas and sexual differences in the non-

breeding period. Polar Biol. 34:1763–1773.
Dehnhard, N., K. Ludynia, M. Poisbleau, L. Demongin, and P.

Quillfeldt. 2013a. Good days, bad days: wind as a driver of

foraging success in a flightless seabird, the southern

rockhopper penguin. PLoS ONE 8:e79487.

Dehnhard, N., M. Poisbleau, L. Demongin, K. Ludynia, M.

Lecoq, J. F. Masello, et al. 2013b. Survival of rockhopper

penguins in times of global climate change. Aquat. Conserv.

23:777–789.
Dehnhard, N., M. Eens, L. Demongin, P. Quillfeldt, and M.

Poisbleau. 2015a. Individual consistency and phenotypic

plasticity in rockhopper penguins: female but not male body

mass links environmental conditions to reproductive

investment. PLoS ONE 10:e0128776.

Dehnhard, N., M. Eens, L. Demongin, P. Quillfeldt, D. Suri,

and M. Poisbleau. 2015b. Limited individual phenotypic

plasticity in the timing of and investment into egg laying in

southern rockhopper penguins under climate change. Mar.

Ecol. Prog. Ser. 524:269–281.

Dingemanse, N. J., and M. Wolf. 2013. Between-individual

differences in behavioural plasticity within populations:

causes and consequences. Anim. Behav. 85:1031–1039.
Ducatez, S., S. Dalloyau, P. Richard, C. Guinet, and Y. Cherel.

2008. Stable isotopes document winter trophic ecology and

maternal investment of adult female southern elephant seals

(Mirounga leonina) breeding at the Kerguelen Islands. Mar.

Biol. 155:413–420.

Durant, J. M., D. O. Hjermann, G. Ottersen, and N. C.

Stenseth. 2007. Climate and the match or mismatch between

predator requirements and resource availability. Clim. Res.

33:271–283.

Durant, J., R. Crawford, A. Wolfaardt, K. Agenbag, J. Visagie,

L. Upfold, et al. 2010. Influence of feeding conditions on

breeding of African penguins – importance of adequate local

food supplies. Mar. Ecol. Prog. Ser. 420:263–271.

Emmerson, L., R. Pike, and C. Southwell. 2011. Reproductive

consequences of environment-driven variation in Ad�elie

penguin breeding phenology. Mar. Ecol. Prog. Ser. 440:203–
216.

Frederiksen, M., M. P. Harris, F. Daunt, P. Rothery, and S.

Wanless. 2004. Scale-dependent climate signals drive

breeding phenology of three seabird species. Glob. Change

Biol. 10:1214–1221.

Frederiksen, M., M. Edwards, R. A. Mavor, and S. Wanless.

2007. Regional and annual variation in black-legged

kittiwake breeding productivity is related to sea surface

temperature. Mar. Ecol. Prog. Ser. 350:137–143.

Gienapp, P., C. Teplitsky, J. S. Alho, J. A. Mills, and J. Meril€a.

2008. Climate change and evolution: disentangling

environmental and genetic responses. Mol. Ecol. 17:167–178.
Green, J. A., I. L. Boyd, A. J. Woakes, N. L. Warren, and P. J.

Butler. 2009. Evaluating the prudence of parents: daily

energy expenditure throughout the annual cycle of a free-

ranging bird, the Macaroni penguin Eudyptes chrysolophus. J.

Avian Biol. 40:529–538.
Hammerschlag, N., D. Ovando, and J. E. Serafy. 2010.

Seasonal diet and feeding habits of juvenile fishes foraging

along a subtropical marine ecotone. Aquat. Biol. 9:279–290.

Herrera, M. L. G., C. Korine, T. H. Fleming, and Z. Arad.

2008. Dietary implications of intrapopulation variation in

nitrogen isotope composition of an old world fruit bat. J.

Mammal. 89:1184–1190.

Hindell, M. A., C. J. Bradshaw, B. W. Brook, D. A. Fordham,

K. Kerry, C. Hull, et al. 2012. Long-term breeding

phenology shift in royal penguins. Ecol. Evol. 2:

1563–1571.

ª 2016 The Authors. Ecology and Evolution published by John Wiley & Sons Ltd. 4499

N. Dehnhard et al. Individual Specialization in Rockhopper Penguins



Hinke, J. T., M. J. Polito, M. E. Goebel, S. Jarvis, C. S. Reiss,

S. R. Thorrold, et al. 2015. Spatial and isotopic niche

partitioning during winter in chinstrap and Ad�elie penguins

from the South Shetland Islands. Ecosphere 6:125.

Hobson, K. A., R. T. Alisauskas, and R. G. Clark. 1993. Stable-

nitrogen isotope enrichment in avian tissues due to fasting

and nutritional stress: implications for isotopic analyses of

diet. Condor 95:388–394.
Houston, A., and J. M. McNamara. 1992. Phenotypic plasticity

as a state-dependent life-history decision. Evol. Ecol. 6:243–
253.

Jaeger, A., P. Blanchard, P. Richard, and Y. Cherel. 2009.

Using carbon and nitrogen isotopic values of body feathers

to infer inter- and intra-individual variations of

seabird feeding ecology during moult. Mar. Biol. 156:

1233–1240.
Jaeger, A., M. Connan, P. Richard, and Y. Cherel. 2010. Use of

stable isotopes to quantify seasonal changes of trophic niche

and levels of population and individual specialisation in

seabirds. Mar. Ecol. Prog. Ser. 401:269–277.
Keymer, I. F., H. M. Malcolm, A. Hunt, and D. T. Horsley.

2001. Health evaluation of penguins (Sphenisciformes)

following mortality in the Falklands (South Atlantic). Dis.

Aquat. Organ. 45:159–169.
Kim, S. L., and P. L. Koch. 2012. Methods to collect, preserve,

and prepare elasmobranch tissues for stable isotope analysis.

Environ. Biol. Fishes 95:53–63.

Kowalczyk, N. D., A. Chiaradia, T. J. Preston, and R. D. Reina.

2014. Linking dietary shifts and reproductive failure in

seabirds: a stable isotope approach. Funct. Ecol. 28:755–765.
Kwok, R., and J. C. Comiso. 2002. Southern ocean climate and

sea ice anomalies associated with the Southern Oscillation. J.

Clim. 15:487–501.

Lemons, G. E., T. Eguchi, B. N. Lyon, R. LeRoux, and J. A.

Seminoff. 2012. Effects of blood anticoagulants on stable

isotope values of sea turtle blood tissue. Aquat. Biol.

14:201–206.

Ludynia, K., N. Dehnhard, M. Poisbleau, L. Demongin, J. F.

Masello, and P. Quillfeldt. 2012. Evaluating the impact of

handling and logger attachment on foraging parameters and

physiology in southern rockhopper penguins. PLoS ONE 7:

e50429.

Ludynia, K., N. Dehnhard, M. Poisbleau, L. Demongin, J. F.

Masello, C. C. Voigt, et al. 2013. Sexual segregation in

rockhopper penguins during incubation. Anim. Behav.

85:255–267.

Lynch, H. J., W. F. Fagan, R. Naveen, S. G. Trivelpiece, and

W. Z. Trivelpiece. 2012. Differential advancement of

breeding phenology in response to climate may alter

staggered breeding among sympatric pygoscelid penguins.

Mar. Ecol. Prog. Ser. 454:135–145.
Mann, K. H., and J. R. N. Lazier. 2006. Dynamics of marine

ecosystems: biological-physical interactions in the oceans,

3rd ed.. Blackwell Publishing Ltd, Oxford, UK.

Marshall, G. J. 2003. Trends in the Southern Annular Mode

from observations and reanalyses. J. Clim. 16:4134–4143.

Masello, J. F., M. Wikelski, C. C. Voigt, and P. Quillfeldt.

2013. Distribution patterns predict individual specialization

in the diet of dolphin gulls. PLoS ONE 8:e67714.

Meredith, M. P., E. J. Murphy, E. J. Hawker, E. J. Hawker, J.

C. King, and M. I. Wallace. 2008. On the interannual

variability of ocean temperatures around South Georgia,

Southern Ocean: forcing by El Ni~no/Southern Oscillation

and the Southern Annular Mode. Deep-Sea Res. II 55:2007–
2022.

Minagawa, M., and E. Wada. 1984. Stepwise enrichment of
15N along food chains: further evidence and the relation

between d15N and animal age. Geochim. Cosmochim. Acta

48:1135–1140.

Moline, M. A., H. Claustre, T. K. Frazer, O. Schofield, and M.

Vernet. 2004. Alteration of the food web along the Antarctic

Peninsula in response to a regional warming trend. Glob.

Change Biol. 10:1973–1980.

Nakagawa, S., and H. Schielzeth. 2010. Repeatability for

Gaussian and non-Gaussian data: a practical guide for

biologists. Biol. Rev. 85:935–956.
Nakagawa, S., and H. Schielzeth. 2013. A general and simple

method for obtaining R2 from generalized linear mixed-

effects models. Methods Ecol. Evol. 4:133–142.

Nussey, D. H., T. H. Clutton-Brock, D. A. Elston, S. D. Albon,

and L. E. B. Kruuk. 2005a. Phenotypic plasticity in a

maternal trait in red deer. J. Anim. Ecol. 74:387–396.
Nussey, D. H., E. Postma, P. Gienapp, and M. E. Visser.

2005b. Selection on heritable phenotypic plasticity in a wild

bird population. Science 310:304–306.

Nussey, D. H., A. J. Wilson, and J. E. Brommer. 2007. The

evolutionary ecology of individual phenotypic plasticity in

wild populations. J. Evol. Biol. 20:831–844.
Parrish, J. D. 1997. Patterns of frugivory and energetic

condition in Nearctic landbirds during autumn migration.

Condor 99:681–697.

Patrick, S. C., and H. Weimerskirch. 2014. Personality,

foraging and fitness consequences in a long lived seabird.

PLoS ONE 9:e87269.

Poisbleau, M., L. Demongin, H. J. van Noordwijk, I. J.

Strange, and P. Quillfeldt. 2010. Sexual dimorphism and use

of morphological measurements to sex adults, immatures

and chicks of rockhopper penguins. Ardea 98:217–227.

Polito, M. J., W. Z. Trivelpiece, W. P. Patterson, N. J.

Karnovsky, C. S. Reiss, and S. D. Emslie. 2015. Contrasting

specialist and generalist patterns facilitate foraging niche

partitioning in sympatric populations of Pygoscelis penguins.

Mar. Ecol. Prog. Ser. 519:221–237.
P€utz, K., A. R. Rey, A. Schiavini, A. P. Clausen, and B. H.

L€uthi. 2006. Winter migration of rockhopper penguins

(Eudyptes c. chrysocome) breeding in the Southwest Atlantic:

is utilisation of different foraging areas reflected in opposing

population trends? Polar Biol. 29:735–744.

4500 ª 2016 The Authors. Ecology and Evolution published by John Wiley & Sons Ltd.

Individual Specialization in Rockhopper Penguins N. Dehnhard et al.



P€utz, K., A. Raya Rey, and H. Otley. 2013. Southern

rockhopper penguin. Pp. 113–129 in P. G. Borboroglu and

P. D. Boersma, eds. Penguins – natural history and

conservation. University of Washington Press, Seattle, WA.

Quillfeldt, P., J. F. Masello, R. A. R. McGill, M. Adams, and R. W.

Furness. 2010. Moving polewards in winter: a recent change in

the migratory strategy of a pelagic seabird? Front. Zool. 7:15.

Quillfeldt, P., K. Ekschmitt, P. Brickle, R. A. R. McGill, V.

Wolters, N. Dehnhard, et al. 2015. Variability of higher

trophic level stable isotope data in space and time – a case

study in a marine ecosystem. Rapid Commun. Mass

Spectrom. 29:667–674.
R Core Team. 2014. R: a language and environment for

statistical computing. R Foundation for Statistical

Computing, Vienna, Austria. Available at http://www.R-

project.org/.

Ratcliffe, N., S. Crofts, R. Brown, A. M. M. Baylis, S. Adlard,

C. Horswill, et al. 2014. Love thy neighbour or opposites

attract? Patterns of spatial segregation and association

among crested penguin populations during winter. J.

Biogeogr. 41:1183–1192.

Roughgarden, J. 1972. Evolution of niche width. Am. Nat.

106:683–718.

Rubenstein, D. R., and K. A. Hobson. 2004. From birds to

butterflies: animal movement patterns and stable isotopes.

Trends Ecol. Evol. 19:256–263.
Schielzeth, H., and S. Nakagawa. 2013. rptR: repeatability for

Gaussian and non-Gaussian data. R package version 0.6.405/

r52. Available at http://R-Forge.R-project.org/projects/rptr.

Schoener, T. W. 1971. Theory of feeding strategies. Annu. Rev.

Ecol. Syst. 2:369–404.

Spear, L. B. 1993. Dynamics and effect of western gulls feeding

in a colony of guillemots and Brandt’s cormorants. J. Anim.

Ecol. 62:399–414.
Stamps, J., and T. G. G. Groothuis. 2010. The development of

animal personality: relevance, concepts and perspectives.

Biol. Rev. 85:301–325.

Strange, I. J. 1982. Breeding ecology of the rockhopper penguin

(Eudyptes crestatus) in the Falkland Islands. Gerfaut 72:137–188.
Thiebot, J. B., Y. Cherel, M. Acqueberge, A. Prudor, P. N.

Trathan, and C. A. Bost. 2014. Adjustment of pre-moult

foraging strategies in macaroni penguins Eudyptes

chrysolophus according to locality, sex and breeding status.

The Ibis 156:511–522.

Thiebot, J.-B., C.-A. Bost, N. Dehnhard, L. Demongin, M.

Eens, G. Lepoint, et al. 2015. Mates but not sexes differ in

migratory niche in a monogamous penguin species. Biol.

Lett. 11:20150429.

van de Pol, M., and J. Wright. 2009. A simple method for

distinguishing within- versus between-subject effects using

mixed models. Anim. Behav. 77:753–758.
van de Pol, M., L. Brouwer, B. J. Ens, K. Oosterbeek, and J. M.

Tinbergen. 2010. Fluctuating selection and the maintenance

of individual and sex-specific diet specialization in free-living

oystercatchers. Evolution 64:836–851.

van Gils, J. A., P. F. Battley, T. Piersma, and R. Drent. 2005.

Reinterpretation of gizzard sizes of red knots world-wide

emphasises overriding importance of prey quality at

migratory stopover sites. Proc. Biol. Sci. 272:2609–2618.
Vedder, O., S. Bouwhuis, and B. C. Sheldon. 2013.

Quantitative assessment of the importance of phenotypic

plasticity in adaptation to climate change in wild bird

populations. PLoS Biol. 11:e1001605.

Veit, R. R., and L. L. Manne. 2015. Climate and changing

winter distribution of alcids in the Northwest Atlantic.

Front. Ecol. Evol. 3:38.

Votier, S. C., S. Bearhop, N. Ratcliffe, and R. W. Furness.

2004. Reproductive consequences for great skuas specializing

as seabird predators. Condor 106:275–287.
Votier, S. C., S. Bearhop, M. J. Witt, R. Inger, D. Thompson,

and J. Newton. 2010. Individual responses of seabirds to

commercial fisheries revealed using GPS tracking, stable

isotopes and vessel monitoring systems. J. Appl. Ecol.

47:487–497.

Wakefield, E. D., I. R. Cleasby, S. Bearhop, T. W. Bodey, R. D.

Davies, P. I. Miller, et al. 2015. Long-term individual

foraging site fidelity—why some gannets don’t change their

spots. Ecology 96:3058–3074.

Warham, J. 1963. The rockhopper penguin, Eudoptes

chrysocome, at Macquarie Island. Auk 80:229–256.

Watanuki, Y., A. Takahashi, and K. Sato. 2010. Individual

variation of foraging behavior and food provisioning in

Ad�elie penguins (Pygoscelis adeliae) in a fast-sea-ice area.

Auk 127:523–531.

Weimerskirch, H. 2007. Are seabirds foraging for

unpredictable resources? Deep-Sea Res. II 54:211–223.

Weiss, F., R. W. Furness, R. A. R. McGill, I. J. Strange, J. F.

Masello, and P. Quillfeldt. 2009. Trophic segregation of

Falkland Islands seabirds: insights from stable isotope

analysis. Polar Biol. 32:1753–1763.

Woo, K. J., K. H. Elliot, M. Davidson, A. J. Gaston, and D. K.

Davoren. 2008. Individual specialization in diet by a

generalist marine predator reflects specialization in foraging

behaviour. J. Anim. Ecol. 77:1082–1091.
Zuur, A. F., E. N. Ieno, N. J. Walker, A. A. Saveliev, and G.

M. Smith. 2009. Mixed effects models and extension in

ecology with R. Springer, New York, NY.

Supporting Information

Additional Supporting Information may be found online

in the supporting information tab for this article:
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