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Strategies employed by wide-ranging foraging animals involve consideration of habitat
quality and predictability and should maximise net energy gain. Fidelity to foraging sites is
common in areas of high resource availability or where predictable changes in resource
availability occur. However, if resource availability is heterogeneous or unpredictable, as it
often is in marine environments, then habitat familiarity may also present ecological benefits
to individuals. We examined the winter foraging distribution of female Antarctic fur seals,
Arctocephalus gazelle, over four years to assess the degree of foraging site fidelity at two
scales; within and between years. On average, between-year fidelity was strong, with most
individuals utilising more than half of their annual foraging home range over multiple years.
However, fidelity was a bimodal strategy among individuals, with five out of eight animals recording between-year overlap values of greater than 50%, while three animals recorded values of less than 5%. High long-term variance in sea surface temperature, a potential proxy
for elevated long-term productivity and prey availability, typified areas of overlap. Withinyear foraging site fidelity was weak, indicating that successive trips over the winter target
different geographic areas. We suggest that over a season, changes in prey availability are
predictable enough for individuals to shift foraging area in response, with limited associated
energetic costs. Conversely, over multiple years, the availability of prey resources is less
spatially and temporally predictable, increasing the potential costs of shifting foraging area
and favouring long-term site fidelity. In a dynamic and patchy environment, multi-year foraging site fidelity may confer a long-term energetic advantage to the individual. Such behaviours that operate at the individual level have evolutionary and ecological implications and
are potential drivers of niche specialization and modifiers of intra-specific competition.
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Introduction
Foraging animals are expected to make prudent choices in order to minimise energy expenditure whilst maximising energy intake. The choice of foraging habitat is an important component of this, and various foraging ecology models have sought to describe how these choices
might be made. One of the best established models, the Marginal Value theorem [1], predicts
that foragers in patchy environments balance their rate of energy intake with the energy expenditure associated with travel, search and prey handling times, and that as energy intake in a
particular area declines, foragers should move to other, more profitable areas. While various
studies of foraging ecology yield support for such theories [2–4], other descriptions of foraging
behaviours apparently seem contradictory. Site fidelity; the return to and re-use of a previously
occupied area [5], where reduced patch switching often results, is one such example. Individuals from a range of taxa including mammals [6, 7], birds [8, 9], fish [10] and insects [11] repeatedly return to foraging sites. We may consider such behaviour a form of optimal foraging [12],
where the act of remaining faithful to a site delivers an increase in net energy intake, particularly in environments with high resource availability.
The quality of resources, however, is unlikely to be the only factor influencing an animal’s
choice of foraging habitat, with the stability and predictability of the resources also likely to
play an important role. When habitats are relatively stable, or have predictable spatial and temporal changes in food availability, site fidelity can occur [13]. This is particularly common in
terrestrial environments with highly predictable food resources, such as fruiting or flowering
trees [14]. However, foraging site fidelity is also documented in marine species, including seabirds [15], pinnipeds [16, 17], turtles [18] and cetaceans [19], which typically rely on what are
regarded as unpredictable and patchily distributed prey [20, 21]. If habitat quality is heterogeneous and unpredictable, either spatially or temporally, site fidelity can also present ecological
benefits to individuals, such as familiarity with resources [22] or reduced predation risk [23].
For long-lived animals, such as many vertebrate marine predators, the persistence of long-term
fidelity (i.e. over months and years) to foraging sites [24, 25] may serve to maximise net energy
intake over the individual’s lifetime [26], even if energy intake is not high in all years [27].
The availability of prey resources to marine predators varies through normal atmospheric
and oceanic processes, for example in the Southern Ocean, the Southern Annular Mode (SAM)
[28], the El Niño Southern Oscillation (ENSO) and the formation and retreat of sea ice [29].
Despite this, just how higher trophic levels will respond to future change remains poorly understood. This is especially important for animals demonstrating strong site fidelity as it raises
questions about behavioural plasticity and their ability to respond to future habitat alterations
such as those arising from the effects of climate change and the activities of fisheries. Typically,
ecologists have viewed foraging behaviour at the population level, treating individuals as ecologically alike [30]. However, it is at the individual level where natural selection operates and,
consequently, individual specializations have potential evolutionary (e.g. niche specialization)
and ecological (e.g. intra-specific competition) implications for population structure. To reliably assess the importance of behaviours such as individual site fidelity, longitudinal studies
are required. Few such studies exist for marine predators, with only a handful seeking to track
the same individuals over multiple seasons within the same area [27, 31–34].
Antarctic fur seals (Arctocephalus gazella, AFS) are top marine predators that present an
ideal model for investigating site fidelity. During the non-breeding austral winter many female
AFS undertake wide-ranging migrations or dispersals [35, 36]. During this time, they are free
from the constraints of central place foraging [37] associated with provisioning their offspring.
These movements, therefore, afford insights into foraging habitat preferences during an unconstrained period. Furthermore, female AFS become pregnant during the winter season when the
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blastocyst implants [38] and must make judicious choices in regards to maximising their energy intake in the important pre-breeding period. Studies of the foraging behaviour of AFS during the summer breeding season are frequent in the literature and generally demonstrate that
animals target specific foraging areas [39–41]; nevertheless, few data exist concerning the degree to which individuals return to these areas in successive trips [42] and no studies have investigated longer term site fidelity over multiple seasons.
We quantified the winter foraging patterns of female AFS over four years between 2008–11
to identify the degree of site fidelity to Southern Ocean foraging habitats. A coordinated, longterm tracking program allowed us to examine site fidelity at two scales: within a year and
between years. We examined site fidelity in relation to several remotely-sensed environmental
parameters, using long-term oceanic variability (i.e. predictability) as a proxy for productivity
and prey availability [27, 43]. We hypothesise that fidelity to foraging areas will be related to resource availability and that this behaviour will confer energetic benefits to the individual. We
discuss the possible mechanisms driving foraging site fidelity and the potential ecological and
evolutionary implications of this behaviour.

Methods
Ethics Statement
All animal handling and experimentation were undertaken with approval from the University
of Tasmania Animal Ethics Committee (permit A001134), the University of Pretoria Animal
Use and Care Committee (permit AUCC 040827–024) and the joint British Antarctic SurveyCambridge University Animal Ethics Review Committee (does not issue permit numbers).
Considering the very small size of the tags used in this study (see below) and the relatively high
rate of recovery at Marion Island (Table 1), the impact of animals in carrying these tags
is minimal.

Study Site, Animal Handling and Instrumentation
The study took place on Marion Island (46°54’S, 37°44’E), Prince Edward Islands, southern Indian Ocean and Bird Island (54°00’S, 38°03’W), South Georgia, southern Atlantic Ocean between 2008 and 2011 (Fig. 1). Breeding adult female AFS were captured during the latter part
of lactation (February to April) after they had dispersed from breeding harems. On restraint,
individuals were instrumented with global location sensing (GLS) loggers to track at-sea position during their winter migrations (~8–9 months from April to December). Coloured plastic
flipper tags (Dalton Supplies, Henley-on-Thames, UK) bearing a matching unique numeric sequence were inserted into the trailing edge of each fore-flipper [36]. The GLS loggers were first
attached to a metal flipper tag using a two-part epoxy (Araldite K268, Ciba-Geigy Corp., Basel,
Switzerland) and a plastic cable tie; this was then deployed on the fore flipper paired with one
of the plastic flipper tags. Three models of GLS loggers manufactured by the British Antarctic
Survey (BAS, Cambridge, UK) were deployed during the four-year study (Mk5 and Mk7–18 x
18 x 6.5 mm, 3.6 g and Mk19–16 x 14 x 6 mm, 2.5 g) (Table 1).
Seals were recaptured and their GLS loggers recovered at the beginning of the following austral summer (November to December) when pregnant females return to the colony to pup.
Five animals were not recaptured until the end of the following winter and three individuals
were tracked over three years (Table 2). As this study did not form part of a wider demographic
enquiry, the age and reproductive success of tracked animals is unknown.
The loggers measured ambient light every minute and recorded the maximum value for
every 10-minute period (5 minutes for Mk19 units). They also recorded sea temperature after
20 minutes continuous wet, repeated every 4–24.8 hours, and reset anytime the unit was dry
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Table 1. Sample sizes (number of individual animals and trips) by site and year used to estimate foraging habitat overlap at two temporal scales,
within-year (encompasses multiple foraging trips undertaken by an animal in one season) and between-year (animals tracked over multiple
years).
Site

Year

GLS model

GLS deployed

GLS recovered

Fidelity level

Marion Island

Within-year

Between-yearb

All

Fidelity level
Within-year

Between-year

2008

Mk7

30

20

9

Yes (7)

42

4

18

2009

Mk7

31

15

8

Yes (7)

25

10

17

2010

Mk5, 7 & 19

16

9

3

Yes (1)

17

14

4

2011

Mk7 & 19

42

31

19

Yes (4)

71

2

7
46

All years
Bird Island

Trips availablea

Animals tracked

119

75

39

8

155

30

2008

Mk7

29

3

2

No

6

24

-

2009

Mk7

30

9

5

No

18

15

-

2010

Mk7 & 19

30

10

5

No

21

9

-

2011

Mk 19

30

6

4

No

11

46

-

119

28

16

No

56

94

-

238

103

55

8

211

124

46

All years
Total

Between-year ﬁdelity (YES or NO) indicates for which years multi-year animals were tracked with the number of individuals in each of those years
in brackets.
a

Refers to all trips that were undertaken by tracked animals (All), and the number of trips that could be used to compute utilisation distributions based on
suitable minimum number of ARS locations (Fidelity level: within-year and between-year, see results).
Between-year ﬁdelity (YES or NO) indicates for which years multi-year animals were tracked with the number of individuals in each of those years
in brackets.

b

doi:10.1371/journal.pone.0120888.t001

for >3–6 seconds. Temperature was logged at a resolution of 0.125°C and with accuracy
of ± 0.5°C, which was later improved by temperature calibration of each tag in a water bath
[44]. The light loggers on each device were calibrated at each study site for approximately 5–7
days either immediately before or after deployment to obtain a solar elevation curve at a
known locality, which was necessary for location estimation.

Location Estimation
Location estimates were produced from the raw light and temperature data using the Bayesian
approach of Sumner et al. [45] using the R package ‘tripEstimation’ [46] following the methodology detailed in Lea et al. [44]. In brief, the posterior mean for each twilight period (dawn and
dusk) were summarized based on the accepted Markov Chain Monte Carlo (MCMC) samples,
resulting in two location estimates per day. The accuracy of location estimates using this approach is shown to be 70 ± 35 km for an AFS carrying GLS and Argos tags simultaneously.
[44]. Mean location estimates were used to facilitate the calculation of utilisation distributions
(UD, see below), which would otherwise be computationally restricted if all MCMC estimates
were considered. To ensure that UDs, and subsequent overlap, were not affected by this approach, a comparison was made with UDs calculated from a fixed number of accepted MCMC
samples for a subset of animals (S1 Protocol). Furthermore, our state-space modelling approach also necessitated mean location estimates. State-space models built specifically for geolocation data were used to infer area restricted search (ARS) behaviour, indicative of probable
large-scale foraging behaviour [47]. Model design and implementation closely followed the
framework proposed by Jonsen et al. [48] and is described in detail in Lea et al. [44].
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Fig 1. Mean estimated winter migrations for 59 adult female Antarctic fur seals from Bird Island and Marion Island, 2008–11. Locations in red and
blue represent likely area-restricted search (ARS) behaviour for animals from Marion and Bird Island respectively, inferred through state space modelling.
Colonies are shown in yellow.
doi:10.1371/journal.pone.0120888.g001

Individual trips were identified by examining the raw light data, with on-shore periods typified by obvious messy light curves caused by the animal periodically shading the light sensor
during haul out. Each trip was analysed independently. Winter foraging trips were considered
to be from the first post-weaning excursion (typified by a clear increase in trip duration when
compared with shorter trips during lactation), to the return of the animal to the colony the following breeding season.

Utilisation Distribution Estimation and Overlap
To assess habitat use, and the potential for overlap during winter foraging trips we calculated
the 95% utilisation distribution (UD) using the fixed Kernel Density Estimation method derived from the least-squares cross validation bandwidth [49] in the R package ‘adehabitatHR’

PLOS ONE | DOI:10.1371/journal.pone.0120888 March 25, 2015

5 / 19

Site Fidelity in Wide-Ranging Antarctic Fur Seals

Table 2. Foraging trips per year and Utilisation Distribution overlap values (Bhattacharyya’s affinity) for eight female Antarctic fur seals from Marion Island that were tracked for multiple winters between 2008–2011.
Seal ID

Year

Total trips

Within year overlapa

Between year overlap

2008

2009

2010

2011

PP620

1

1

-

-

2

-

0.05

PP623

2

2

-

3

7

0.21

0.80

WB438

9

6

-

-

15

0.24

0.67

WB449

1

3

-

1

5

0.20

0.52

WB458

1

2

-

-

3

-

0.02

WB462

-

1

-

2

3

-

0.84

WB482

1

-

-

1

2

-

0.04

WW422

3

2

4

-

9

0.13

0.81

2.6 ± 1.1

2.4 ± 0.6

-

1.8 ± 0.5

5.8 ± 1.6

0.2 ± 0.02

0.50 ± 0.08

a

Animals with no within year overlap value either undertook only one trip per year, or successive trips were excluded from analyses as they contained

fewer than 10 ARS locations (see Methods).
doi:10.1371/journal.pone.0120888.t002

[50]. Only locations associated with ARS behaviour, as indicated by the state-space models,
were included in the analyses, meaning UDs represented an individual’s broad-scale foraging
range rather than whether individuals simply followed the same migratory pathways. We computed the UD for individual animals to assess site fidelity at two scales: between years and within years (see Table 1):
1. Between year site fidelity—the UD was computed using all the ARS locations obtained for
each year for those animals tracked over multiple winters.
2. Within year site fidelity—this was examined by calculating the UD based on ARS locations
of individual foraging trips undertaken by each animal during a single year.
For all analyses, tracks with fewer than 10 locations were excluded as kernel estimation is robust above a minimum threshold of locations [51]. In some instances when UD models would
not converge, a small amount of noise was introduced to location estimates using the “jitter”
function (package ‘base’) to counter the high variance in estimates associated with spatially
clustered locations [52] experienced for ARS locations. The amount of “jitter” introduced was
never greater than the mean error surrounding the location estimates. UDs were estimated
across a 1° raster grid encompassing the area 80°00’S—30°00’S; 140°00’W—00°00’E, to aid subsequent comparison with environmental variables.
Fieberg and Kochanny [53] undertook an extensive review of the indices of overlap between
utilization distributions (UD), recommending Bhattacharyya’s affinity (BA) [54] for a general
measure of similarity between UD estimates. BA considers the spatial domain of home ranges,
ignoring their density of use, and estimates the percentage overlap between them when overlayed. We determine this an appropriate method as the primary interest of this study is the outright re-use of previous areas, rather than a finer scale assessment of home ranges. BA is given
as a measure of affinity ranging from 0 (no overlap) to 1 (identical UDs) and was calculated
using the “kerneloverlaphr” function in the ‘adehabitatHR’ package [50].
For a three or more way overlap, all trips/years were included and any grid cells that were
used more than twice were considered to be overlapping, regardless of the degree of overlap.
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Environmental Variability
To investigate the role of environmental characteristics in influencing the degree of UD overlap
for AFS, we extracted sea surface temperature (SST), sea surface height anomaly (SSHa) and
chlorophyll a concentration (CHLa), from regions corresponding to UDs (Table 3). All available data were used and then restricted to the period of winter migrations (April—December).
Data were first transformed to meet the assumptions of normality and we then calculated the
mean and standard deviation (SD) of each parameter per pixel over the time period to create a
temporal climatology [55], permitting an assessment of the long-term temporal patterns of variability [27].
A comparison of environmental parameters within non-overlapping areas (cells used by an individual only once. i.e. year j for between-year fidelity, and trip j for within-year fidelity) and overlapping areas (grid cells used more than once i.e. year j + 1, and trip j + 1) was undertaken with logistic
Generalised Linear Mixed Models (GLMMs) using the “lmer” function (package ‘lme4’). The response term (whether a grid cell was overlapping or non-overlapping) was fitted to a binomial
error structure and logit-link function due to the binary nature of the response variable and the
continuous nature of the predictor variables. Seal identity was included as a random effect when investigating between-year fidelity, whilst both seal identity and site were fitted as random effects
when investigating within-year fidelity (all seals with multi-year tracks were from Marion Island,
Table 1). Prior to model building, correlation between predictor variables was examined with a correlation matrix and Pearson product-moment correlation analyses were undertaken to quantify colinearity. The distribution of predictor variables was also examined and data were log-transformed
to meet the assumptions of normality where appropriate. Models were fitted using Laplacian approximation and were built from the null model to the saturated model considering all possible
model combinations. Models were ranked using the AIC (Akaike Information Criterion), which includes the maximized log-likelihood of the model and penalises model complexity [56]. The best of
the available models was determined using delta AIC and weights of evidence [57].

Results
Location Statistics and Track Summaries
We collected winter tracks for 103 adult female AFS from Marion Island (n = 75) [58] and Bird
Island (n = 28) [59] between 2008–11. Multi-year tracks were available for eight individuals, all
from Marion Island (N = 46 trips) and tracks of repeat trips within a year were available for 55
individuals (N = 124 trips), totalling 211 individual foraging trips and 33 716 location estimates, of which 15 295 (45%) were identified as likely ARS behaviour (Fig. 1). Four individuals
completed multiple within and between-year trips, meaning the total number of animals used
for analyses was 59. A detailed summary of sample sizes across the colonies and years is given
in Table 1. Henceforth, all means are reported plus or minus standard error and all t-tests are
two tailed. Among all individuals tracked, the mean maximum distance travelled from the colony was 1259 ± 56 km per trip (range 104–4528 km). The mean foraging trip duration was
123 ± 6 days (range 6–266 days) and the mean proportion of the trip spent in area-restricted
search (ARS) behaviour was 41 ± 2% (range 1–96%).

Foraging Site Fidelity
To determine if foraging areas were unique to individual seals we compared the overlap of UDs
across all animals at each site. The mean inter-individual overlap of foraging home ranges was
0.14 ± 0.01 (range 0.01–0.28) at Marion Island and 0.22 ± 0.03 (range 0.01–0.38) at Bird Island.
This indicates that individuals from these populations forage over a broad geographical range
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Table 3. The source, timespan, spatial and temporal resolution and whether temporal climatologies were calculated for oceanographic data for
comparison between overlapping and non-overlapping foraging regions.
Variable

Source

Frequency

Spatial resolutiona

Timespan

Variance

SST—sea surface temperature

NOAA Optimum Interpolation daily Sea Surface
Temperatureb

5 days

0.25 degree

1988–
2011

Yes

SSHa—sea surface height
anomaly

AVISOc

7 days

1/3 degree
(Mercator)

1999–
2011

Yes

CHLa—chlorophyll a
concentration

MODISd

8 days

0.1 degree

2002–
2011

Yes

a

All data were reprojected into 1 degree pixels

b

OI-daily: http://www.ncdc.noaa.gov/oa/climate/research/sst/oi-daily.php

c

AVISO: http://www.aviso.oceanobs.com/en/data/products/sea-surface-height-products/global/index.html
d
MODIS: http://oceancolor.gsfc.nasa.gov/
doi:10.1371/journal.pone.0120888.t003

and that the overlap of foraging home ranges reported here is not merely a product of all animals moving to the same general area.

Within-year fidelity
Thirteen trips were excluded from these analyses as they were either composed of fewer than
10 ARS locations, or would not converge during estimation of the UD. Therefore, 124 trips
from 42 individuals were available, with individuals performing between two and nine repeat
trips within a year. The mean size of UDs per trip was 23.4 ± 1.6 (range 4–136) 1o grid cells.
There was no difference in the mean size of UDs of trips from Marion (22.7 ± 1.8) and Bird Island (25.6 ± 3.2; t46 = -0.77, P = 0.445). Within individuals, the mean overlap of the foraging
home range between successive trips was 0.15 ± 0.02 (range 0–0.81) at Marion Island and
0.21 ± 0.05 (range 0–0.74) at Bird Island. Across the two colonies, the mean within-year overlap of individual foraging home ranges was 0.16 ± 0.02 (range 0–0.80; Fig. 2).

Between-year fidelity
A total of 4138 ARS locations were available for eight individual animals tracked over multiple
years. Individuals were tracked for either two or three seasons and undertook between one and
nine trips per season (Table 2). The mean size of UDs was 50.3 ± 3.9 (range 22–92) 1o grid cells
(Fig. 3). Within individuals, the mean home range overlap between years was 0.50 ± 0.08
(range 0.02–0.84; Fig. 4; Table 2). However, the degree of home range overlap within the sample population displayed an obvious bimodal distribution (Fig. 4), with three individuals having overlap values of 0.05 or less, while the five remaining individuals had overlaps of greater
than 0.50 (Table 2). Overall, foraging home range overlap was significantly higher between
years than within years, both when comparing across all animals (t24 = 3.96, P < 0.001) and animals from Marion Island only (t23 = 4.04, P < 0.001).

Environmental Characteristics of High Use Regions
We compared environmental characteristics of individual foraging home ranges within and
outside the overlap areas. Satellite-derived oceanographic parameters (sea surface temperature
(SST), sea surface height anomaly (SSHa) and chlorophyll a concentration (CHLa) (Table 3) of
the home ranges were examined. All data were re-projected into raster grids with a 1° resolution and a spatial extent of 80°S-30°S, 140°W-80°E. SSHa data was interpolated from the original 1/3 degree Mercator resolution. The long-term mean and standard deviation (SD) for the
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Fig 2. Within-year winter foraging habitat of six example adult female Antarctic fur seals. Light blue indicates area-restricted search (ARS) cells used
during one trip only, while dark blue indicates overlapping cells used across multiple trips within a year. Lines indicate the mean location of the sub-Antarctic
front (SAF), polar front (PF) and the Antarctic circumpolar current (ACC). Marion and Bird Island are shown in red and green respectively.
doi:10.1371/journal.pone.0120888.g002

winter season for each grid cell over the region was calculated. After examination of these climatologies, we found there was poor temporal resolution of CHLa data during the winter period for many grid cells across the region, a common issue with satellite ocean colour products
in the Southern Ocean caused by reduced temporal and spatial coverage corresponding to
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Fig 3. Utilisation distributions (UDs) for eight female Antarctic fur seals that were tracked over multiple winters. The black lines denote the 95% UD,
which represents the annual foraging kernel home range of each animal. The individuals were tracked from Marion Island (blue circle) for either two or three
years between 2008–2011. Grey lines show the mean position of the sub-Antarctic front (SAF), polar front (PF) and the Antarctic circumpolar current (ACC).
doi:10.1371/journal.pone.0120888.g003

increased cloud cover at this time of year [60]. CHLa data was therefore excluded from further
analyses to ensure all climatologies were calculated from a consistent minimum number of
data points across the spatial domain.

Regions of within-year overlap
We compared the environmental climatologies of regions of home range overlap between successive foraging trips within a year, with non-overlapping regions visited during one trip only.
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Fig 4. Multi-year foraging habitat use of eight female Antarctic fur seals from Marion Island during winter between 2008–2011. Light blue denotes
cells used in one year, dark blue denotes overlapping cells used in multiple years. Lines indicate the mean location of the sub-Antarctic front (SAF), polar
front (PF) and the Antarctic circumpolar current (ACC). The density distribution of home range overlap values (Bhattacharyya’s affinity) is shown in the
bottom right panel.
doi:10.1371/journal.pone.0120888.g004

Table 4. Summary of generalised linear mixed-effect model (GLMM) comparisons: (a) GLMMs of cell use for within-year fidelity include seal identity and site as random effects; and (b) GLMMS of cell use for between-year fidelity include seal identity as a random effect (“celluse” = overlapping
or non-overlapping, SST_SD = sea surface temperature standard deviation, SSHa_mean = average sea surface height anomaly, SSHa_SD = sea
surface height anomaly standard deviation).
k

LL

AIC

ΔAIC

wAIC

1. celluse ~ SST_SD + SSHa_mean

5

-413.8

837.7

0.0

0.593

2. celluse ~ SST_SD + SSHa_mean + SST_SD*SSHa_mean

6

-413.4

838.8

1.2

0.331

3. celluse ~ SSHa_mean + SSHa_SD

5

-415.9

841.9

4.2

0.071

1. celluse ~ SST_SD

3

-185.7

377.4

0.0

0.366

2. celluse ~ SST_SD + SSHa_SD

4

-185.0

377.9

0.5

0.288

3. celluse ~ SST_SD + SSHa_mean

4

-185.3

378.6

1.2

0.202

4. celluse ~ SSHa_mean + SSHa_SD + SST_SD

5

-184.7

379.3

1.9

0.142

Candidate models
(a) GLMMs of oceanographic parameters—within year

(b) GLMMs of oceanographic parameters—between year

Only models with a delta AIC <10 are presented and the accepted model is presented in bold.
k, number of paramaters; LL, log-likelihood; AIC, Akaike’s Information Criterion; ΔAIC, difference in AIC from that of the best ﬁtting model; wAIC,
AIC weight.
doi:10.1371/journal.pone.0120888.t004
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A Pearson product-moment correlation analysis indicated co-linearity between SST_mean and
SST_SD (r1335 = 0.58, P < 0.001). SST_mean was therefore removed from the analyses as we
were interested in the effects of long-term environmental variability on site fidelity and the
SST_SD (a measure of variance) is a more relevant variable. The best model regarding whether
a grid cell was overlapping or non-overlapping (termed ‘celluse’ in the model) included
SST_SD and SSHa_mean (AIC weight = 0.593; model 1 Table 4a). A subsequent test for an interaction effect between the fixed predicator terms by including this in the model resulted in a
poorer model performance (ΔAIC = 1.2; model 2 Table 4a). Based on the accepted model
(model 1) the probability that grid cells would overlap across successive trips within a particular year increased for cells with lower SST_SD and negative SSHa_mean (Table 5a, Fig. 5a).

Regions of between-year overlap
The environmental variables in regions of annual foraging home range overlap were compared
with non-overlapping regions used in a single year only. The best model explaining cell overlap
included SST_SD (AIC weight = 0.366; model 1 Table 4b). We found the probability that grid
cells would overlap between years increased significantly for cells associated with higher variance in SST (Table 5b; Fig. 5b).

Discussion
Most studies of foraging behaviour seek to identify aspects of foraging strategies, such as habitat preference or prey searching techniques, with little consideration of whether particular
strategies are consistent over time. It is often unknown if behaviours observed in one time period (i.e. one season or one foraging trip) are an accurate representation of an individual’s longer-term foraging behaviour. This is true of many animal tracking studies, where we often do
not know if locations from one year are indicative of a stable, long-term foraging strategy [31].
As foraging behaviour can vary in response to a multitude of factors including prey availability
and distribution, environmental conditions, competition and the energetic requirements associated with age and breeding status [61–65], it is important to identify the time-scale over
which these behaviours persist. Our results showed that female AFS utilise a wide range of foraging habitats during the non-breeding winter season, with high levels of individual variation
in foraging area as indicated by relatively low inter-individual foraging range overlap. Most individuals, however, displayed some degree of site fidelity to foraging areas, particularly over the
mid to long term (i.e. between years).
When estimating the overlap of individual foraging areas the choice of scale will inevitably
affect the results. Too fine a scale may yield little or no overlap, while high levels of overlap
may result at coarser scales. Assessing the overlap of UDs, which provide a practical summary
of space use for a given individual [53], overcomes these issues. We calculated UDs across a 1°
grid, chosen to aid comparison with environmental data and match the error uncertainty surrounding location estimates via geolocation (70 ± 35 km) [44]. As kernel density estimates are
largely unaffected by grid size [52], the resolution of this grid does not have a significant impact
on the estimates of UDs and their resulting overlap. The estimation of kernel based UDs are
less accurate for small samples [66] and it is therefore possible that the lower overlap values reported within years are partly an artefact of fewer foraging locations from shorter trips. However, by excluding very short foraging trips (<10 ARS locations) from our analyses we are
confident that our results are spatially robust.
Female AFS displayed strong individual foraging site fidelity between years. On average,
seals utilised 50% (± 8% SE) of their overall foraging range across multiple years. Multi-year
foraging site fidelity has been reported for few marine taxa including turtles [32, 33] and rays
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Table 5. Results for the best available generalized linear mixed-model (GLMM) examining the effects of oceanographic parameters on (a) withinyear foraging site fidelity and (b) between-year foraging site fidelity of female Antarctic fur seals.
Parametera

Variance

Estimate

SE

95% CI

Intercept

-2.363

0.364

SST_SD

-2.566

0.777

-4.09, -1.64

SSHa_mean

-0.211

0.045

-0.30, -0.12

(a) Within-year
Fixed

Random
Seal ID

3.078

Site

0.000

Ncells = 1337

Nseals = 42

(b) Between-year
Fixed
Intercept

-3.187

1.188

SST_SD

6.899

1.433

4.08, 9.71

Random
Seal ID

9.753

Ncells = 580

Nseals = 8

The best of the available models was determined using delta AIC and weights of evidence.
a

SST_SD, sea surface temperature standard deviation; SSHa_mean, average sea surface height anomaly; Ncells, number of grid cells; Nseals, number of
individual seals; SE, standard error; 95% CI, 95% conﬁdence interval.
doi:10.1371/journal.pone.0120888.t005

[67] and has also been noted in cetaceans mostly through re-sight studies [19, 68]. Multi-year
fidelity to foraging sites has been described in only a handful of pinniped species. Both Chilvers
[31] and Augé et al. [34] showed that individual female New Zealand sea lions (Phocarctos hookeri) displayed strong site fidelity across two years, with, on average a 64% inter-annual overlap
of home ranges during short autumn trips [34]. Bradshaw et al. [27] also reported strong overlap in the habitat use of female southern elephant seals (Mirounga leonina) during post lactation (66%) and post moult (53%) trips from Macquarie Island. Using a different approach,
Lowther et al. [69] report broad scale multi-year site fidelity in Australian sea lions (Neophoca
cinerea) using stable isotope analysis, with individuals consistently exploiting either inshore or
offshore sites. Unlike New Zealand and Australian sea lions, which are typically benthic foragers that undertake short, repeat trips of several hundred kilometres [34], AFS (and southern
elephant seals) can undertake wide-ranging foraging migrations of many thousands of kilometres [35, 36]. During this time, animals are exposed to a range of environmental conditions
and are likely to be making judicious choices regarding foraging habitat selection. The eight animals tracked over multiple years in this study displayed a range of overlap values, with less
than 5% overlap between years for three individuals, while five individuals recorded overlap
values of greater than 50%, suggesting a bimodal strategy of foraging site fidelity among individuals. Precisely what drives these different strategies is difficult to say. However, we note that
all animals displaying a low degree of site fidelity undertook a single foraging trip in each year,
while animals that were highly faithful to foraging sites undertook at least two repeat trips
throughout the years they were tracked.
We show that areas of multi-year overlap were not stable, but rather highly variable. Individual AFS that were tracked over multiple years displayed greater fidelity to areas characterised by a high variance in SST over multiple decades, with the probability that a cell would be
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Fig 5. Probability of foraging site fidelity in relation to oceanographic parameters: (a) within a year and (b) between years. Curves were fitted using
the best logistic GLMM respectively, as shown in Table 5. The grey bar represents the 95% confidence interval around the estimated effect.
doi:10.1371/journal.pone.0120888.g005

used in multiple years higher for cells that exhibited greater long-term variability in SST, a potential proxy for long-term productivity. This is similar to southern elephant seals [27], which
also returned to regions with higher long-term variance in SST, perhaps because these areas
yield a higher prey abundance. Indeed the greater variability of SST within frontal regions of
the Southern Ocean is often correlated with elevated productivity when compared with surrounding areas [70]. We may consider such areas to be of higher habitat quality and, therefore,
the target of foraging animals. While there is some degree of spatial predictability in the structure of major frontal regions in the Southern Ocean [71, 72], the position of fronts varies between years [73], making habitat quality less spatially and temporally predictable. Based on our
sample size of eight seals, some individuals foraging in such variable environments appear to
settle on a territory over the long-term. As an hypothesis for further study we suggest that this
strategy will function to maximise net energy gain, and therefore fitness, over the long-term i.e.
the individual’s lifetime [26] and will seemingly persist regardless of annual variations in energy intake. The wide geographical spread of areas of foraging overlap observed among
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individuals indicates that these results are not simply a product of all individuals targeting the
same broad areas and that longer-term fidelity to foraging regions is a more prevalent behavioural mechanism than offsetting changing prey resources by shifting to alternate
foraging habitats.
Within an annual cycle, fidelity to foraging sites was much weaker with, on average, 16%
(± 2% SE) of an individual’s foraging area utilised across multiple trips. A similar level of intraannual site fidelity (13% overlap) was reported in the foraging routes of lactating New Zealand
fur seals (A. forsteri) [74], while others have suggested greater intra-annual site fidelity in pinnipeds [16, 75], including AFS [42]. These studies, however, focussed on lactating females which
have short, constrained foraging trips compared with the winter migrations reported here, and
were based on directional fidelity rather than overlap of the individual’s total foraging range,
which are likely to produce greater estimates of fidelity. Using this method, Bonadonna et al.
[42] concluded that individual AFS learn the broad direction of travel to a profitable area, but
during a trip they forage opportunistically whenever good patches are encountered. While
seals may exploit areas of previous foraging success during subsequent trips, Staniland et al.
[41] suggest this occurs when patches are stable both spatially and temporally. The weaker foraging site fidelity within years reported in this study supports these findings and may be driven,
in part, by seasonal shifts in ocean conditions. The results of the best-fit GLMM indicated that
non-overlapping areas that were visited during one trip only, which was the dominant withinyear strategy, were typified by high variability in SST. The habitat quality of these areas is likely
to be less stable when compared with areas of low variance, yet may be associated with increased foraging habitat quality at particular times of the year.
We suggest that individual AFS display directional fidelity towards profitable regions within
a year, as proposed by Bonadonna et al. [42], on a broad to meso-scale, where they search for
prey that are ephemeral at short-term temporal scales, which drives increased habitat switching. The ‘win stay/lose switch’ rule [76] seems applicable, where individual AFS will show
greater fidelity if more successful during previous trips, but once success decays, presumably
driven by a reduction in habitat quality with changing environmental conditions, animals
wont return and instead search for more profitable areas. This strategy agrees with classic foraging ecology models such as the Marginal Value theorem [1], explaining how an individual
will forage in a predictably patchy environment. It is difficult to infer what oceanic features the
individuals adopting this strategy are targeting (if any), however, areas visited on one trip only
were characterised by positive SSH anomalies. Such conditions may be indicative of short-lived
meso-scale, warm-core eddy features [77] which are associated with enhanced phytoplankton
productivity [78] and known to be the target of foraging marine predators [79], specifically
from Marion Island [80].
There may be several benefits to those individual AFS that favour foraging site fidelity as a
strategy, particularly over the long-term. Ultimately, it is a behavioural adaptation, involving
consideration of both prey richness and predictability, which should minimise energy expenditure while maximising net energy gain. The underlying driver of this benefit may be rooted in
spatial familiarity, where prior knowledge of an area leads to heightened individual fitness because of increased foraging effectiveness [81], reduced predation risk and/or reduced travel
costs [23]. Furthermore, foraging site fidelity will probably strengthen with age, as there will be
fewer reproductive events available to compensate for the potential costs associated with
switching habitat [5]. Authier et al. [82] showed that a stable foraging strategy developed earlier
in life corresponded with increased longevity in male southern elephant seals. The development of foraging site fidelity in AFS may be the result of initial success as a juvenile, where the
productive foraging routes learned during early foraging trips [83] persist into adulthood. Ideally, we would quantify the success of foraging site fidelity as a behavioural adaptation through
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demographic measures such as longevity or breeding success. Behavioural strategies that operate at the individual level, such as fidelity to foraging sites, have evolutionary and ecological implications and are potential drivers of niche specialization and intra-specific competition [84].
Furthermore, the strong multi-year site fidelity demonstrated in this study raises questions
about the ability of long-lived animals such as pinnipeds, to respond to future
environmental change.

Supporting Information
S1 Protocol. Effects of the Bayesian location estimation procedure on Utilisation Distributions and subsequent overlap.
(DOCX)

Acknowledgments
We sincerely thank the Marion Island and Bird Island field teams for deploying and recovering
tags during 2008 to 2011. We are especially grateful to Nico de Bruyn for accommodating this
study in the work plan of the Marion Island Marine Mammal Programme (MIMMP) and
Jaume Forcada for invaluable advice and assistance in the field. Ben Raymond and Mike Sumner provided analytical support. We wish to acknowledge the logistical support provided by
the South African National Antarctic Program (SANAP) and the British Antarctic Survey
(BAS).

Author Contributions
Conceived and designed the experiments: MAL MH PT. Performed the experiments: CO MW
MB IS. Analyzed the data: BA MAL MH IJ. Wrote the paper: BA MAL MH.

References
1.

Charnov EL. Optimal foraging, the marginal value theorem. Theoretical population biology. 1976; 9:
129–136. PMID: 1273796

2.

Morris DW, Davidson DL. Optimally foraging mice match patch use with habitat differences in fitness.
Ecology. 2000; 81: 2061–2066.

3.

Cowie RJ. Optimal foraging in great tits (Parus major). Nature. 1977; 268: 137–139.

4.

Boivin G, Fauvergue X, Wajnberg E. Optimal patch residence time in egg parasitoids: innate versus
learned estimate of patch quality. Oecologia. 2004; 138: 640–647. PMID: 14714174

5.

Switzer PV. Site fidelity in predictable and unpredictable habitats. Evolutionary Ecology. 1993; 7:
533–555.

6.

Rydell J. Site fidelity in the northern bat (Eptesicus nilssoni) during pregnancy and lactation. Journal of
mammalogy. 1989; 70: 614–617.

7.

Schaefer JA, Bergman CM, Luttich SN. Site fidelity of female caribou at multiple spatial scales. Landscape Ecology. 2000; 15: 731–739.

8.

Coleman JT, Richmond ME, Rudstam LG, Mattison PM. Foraging location and site fidelity of the double-crested cormorant on Oneida Lake, New York. Waterbirds. 2005; 28: 498–510.

9.

Latta SC, Faaborg J. Winter site fidelity of Prairie Warblers in the Dominican Republic. The Condor.
2001; 103: 455–468.

10.

Verweij MC, Nagelkerken I. Short and long-term movement and site fidelity of juvenile Haemulidae in
back-reef habitats of a Caribbean embayment. Hydrobiologia. 2007; 592: 257–270.

11.

Fresneau D. Individual foraging and path fidelity in a ponerine ant. Insectes Sociaux. 1985; 32:
109–116.

12.

MacArthur RH, Pianka ER. On optimal use of a patchy environment. American Naturalist. 1966; 100:
603–609.

PLOS ONE | DOI:10.1371/journal.pone.0120888 March 25, 2015

16 / 19

Site Fidelity in Wide-Ranging Antarctic Fur Seals

13.

Andersson M. Nomadism and site tenacity as alternative reproductive tactics in birds. The Journal of
Animal Ecology. 1980; 49: 175–184.

14.

Markus N, Hall L. Foraging behaviour of the black flying-fox (Pteropus alecto) in the urban landscape of
Brisbane, Queensland. Wildlife Research. 2004; 31: 345–355.

15.

Irons DB. Foraging area fidelity of individual seabirds in relation to tidal cycles and flock feeding. Ecology. 1998; 79: 647–655.

16.

Call KA, Ream RR, Johnson D, Sterling JT, Towell RG. Foraging route tactics and site fidelity of adult
female northern fur seal (Callorhinus ursinus) around the Pribilof Islands. Deep Sea Research Part II:
Topical Studies in Oceanography. 2008; 55: 1883–1896.

17.

Stewart BS, DeLong RL. Double migrations of the northern elephant seal, Mirounga angustirostris.
Journal of mammalogy. 1995; 76: 196–205.

18.

Avens L, Braun-McNeill J, Epperly S, Lohmann KJ. Site fidelity and homing behavior in juvenile loggerhead sea turtles (Caretta caretta). Marine Biology. 2003; 143: 211–220.

19.

Calambokidis J, Steiger GH, Straley JM, Herman LM, Cerchio S, Salden DR, et al. Movements and
population structure of humpback whales in the North Pacific. Marine Mammal Science. 2001; 17:
769–794.

20.

Weimerskirch H. Are seabirds foraging for unpredictable resources? Deep Sea Research Part II: Topical Studies in Oceanography. 2007; 54: 211–223.

21.

Benoit-Bird KJ, Battaile BC, Nordstrom CA, Trites AW. Foraging behavior of northern fur seals closely
matches the hierarchical patch scales of prey. Mar Ecol Prog Ser. 2013; 479: 283–302.

22.

Greenwood PJ. Mating systems, philopatry and dispersal in birds and mammals. Animal Behaviour.
1980; 28: 1140–1162.

23.

Stamps J. Motor learning and the value of familiar space. American Naturalist. 1995; 146: 41–58.

24.

Trathan P, Green C, Tanton J, Peat H, Poncet J, Morton A. Foraging dynamics of macaroni penguins
Eudyptes chrysolophus at South Georgia during brood-guard. Marine Ecology Progress Series. 2006;
323: 239–251.

25.

Trathan P, Murphy E, Croxall J, Everson I. Use of at-sea distribution data to derive potential foraging
ranges of macaroni penguins during the breeding season. Marine Ecology Progress Series. 1998; 169:
263–275.

26.

Perry G, Pianka ER. Animal foraging: past, present and future. Trends in Ecology & Evolution. 1997;
12: 360–364.

27.

Bradshaw CJA, Hindell MA, Sumner MD, Michael KJ. Loyalty pays: potential life history consequences
of fidelity to marine foraging regions by southern elephant seals. Animal Behaviour. 2004; 68:
1349–1360.

28.

Forcada J, Trathan PN. Penguin responses to climate change in the Southern Ocean. Global Change
Biology. 2009; 15: 1618–1630.

29.

Murphy EJ, Trathan PN, Watkins JL, Reid K, Meredith MP, Forcada J, et al. Climatically driven fluctuations in Southern Ocean ecosystems. Proceedings of the Royal Society B: Biological Sciences. 2007;
274: 3057–3067. PMID: 17939986

30.

Cam E, Link WA, Cooch EG, Monnat JY, Danchin E. Individual covariation in life-history traits: seeing
the trees despite the forest. The American Naturalist. 2002; 159: 96–105. doi: 10.1086/324126 PMID:
18707403

31.

Chilvers B. Foraging site fidelity of lactating New Zealand sea lions. Journal of Zoology. 2008; 276:
28–36.

32.

Broderick AC, Coyne MS, Fuller WJ, Glen F, Godley BJ. Fidelity and over-wintering of sea turtles. Proceedings of the Royal Society B: Biological Sciences. 2007; 274: 1533–1539. PMID: 17456456

33.

Schofield G, Hobson VJ, Fossette S, Lilley MK, Katselidis KA, Hays GC. Biodiversity Research: fidelity
to foraging sites, consistency of migration routes and habitat modulation of home range by sea turtles.
Diversity and Distributions. 2010; 16: 840–853.

34.

Augé A, Chilvers B, Moore A, Davis L. Importance of studying foraging site fidelity for spatial conservation measures in a mobile predator. Animal Conservation. 2013: doi: DOI 10.1111/acv.12056.

35.

Boyd I, Staniland I, Martin A. Distribution of foraging by female Antarctic fur seals. Marine Ecology Progress Series. 2002; 242: 285–294.

36.

Staniland IJ, Robinson S, Silk JRD, Warren N, Trathan P. Winter distribution and haul-out behaviour of
female Antarctic fur seals from South Georgia. Marine Biology. 2012; 159: 291–301.

37.

Orians GH, Pearson NE. On the theory of central place foraging. Analysis of ecological systems Ohio
State University Press, Columbus. 1979: 155–177.

PLOS ONE | DOI:10.1371/journal.pone.0120888 March 25, 2015

17 / 19

Site Fidelity in Wide-Ranging Antarctic Fur Seals

38.

Boyd I. Individual variation in the duration of pregnancy and birth date in Antarctic fur seals: the role of
environment, age, and sex of fetus. Journal of mammalogy. 1996; 77: 124–133.

39.

Lea M-A, Dubroca L. Fine-scale linkages between the diving behaviour of Antarctic fur seals and
oceanographic features in the southern Indian Ocean. Ices Journal of Marine Science. 2003; 60:
990–1002.

40.

Staniland IJ, Morton A, Robinson SL, Malone D, Forcada J. Foraging behaviour in two Antarctic fur seal
colonies with differing population recoveries. Marine Ecology-Progress Series. 2011; 434: 183–196.

41.

Staniland IJ, Reid K, Boyd IL. Comparing individual and spatial influences on foraging behaviour in Antarctic fur seals Arctocephalus gazella. Marine Ecology-Progress Series. 2004; 275: 263–274.

42.

Bonadonna F, Lea MA, Dehorter O, Guinet C. Foraging ground fidelity and route-choice tactics of a marine predator: the Antarctic fur seal Arctocephalus gazella. Marine Ecology-Progress Series. 2001; 223:
287–297.

43.

Guinet C, Dubroca L, Lea MA, Goldsworthy S, Cherel Y, Duhamel G, et al. Spatial distribution of foraging in female Antarctic fur seals Arctocephalus gazella in relation to oceanographic variables: a scaledependent approach using geographic information systems. Marine Ecology-Progress Series. 2001;
219: 251–264.

44.

Lea M-A, Arthur BT, Bester MN, Goebel ME, Jonsen I, Oosthuizen C, et al. Circumpolar winter migration patterns of female Antarctic fur seals. In review.

45.

Sumner MD, Wotherspoon SJ, Hindell MA. Bayesian estimation of animal movement from archival and
satellite tags. PLoS ONE. 2009; 4: e7324. doi: 10.1371/journal.pone.0007324 PMID: 19823684

46.

Sumner M, Wotherspoon S. tripEstimation: Metropolis sampler and supporting functions for estimating
animal movement from archival tags; 2010. http://cran.r-project.org/web/packages/tripEstimation/
index.html

47.

Patterson TA, Thomas L, Wilcox C, Ovaskainen O, Matthiopoulos J. State—space models of individual
animal movement. Trends in Ecology & Evolution. 2008; 23: 87–94.

48.

Jonsen ID, Flemming JM, Myers RA. Robust state-space modeling of animal movement data. Ecology.
2005; 86: 2874–2880.

49.

Seaman DE, Powell RA. An evaluation of the accuracy of kernel density estimators for home range
analysis. Ecology. 1996; 77: 2075–2085.

50.

Calenge C. adehabitatHR: Home range Estimation; 2013. http://cran.r-project.org/web/packages/
adehabitatHR/index.html

51.

Börger L, Franconi N, De Michele G, Gantz A, Meschi F, Manica A, et al. Effects of sampling regime on
the mean and variance of home range size estimates. Journal of Animal Ecology. 2006; 75:
1393–1405. PMID: 17032372

52.

Silverman BW. Density Estimation for Statistics and Data Analysis. London: Chapman & Hall; 1986.

53.

Fieberg J, Kochanny CO. Quantifying home-range overlap: the importance of the utilization distribution.
Journal of Wildlife Management. 2005; 69: 1346–1359.

54.

Bhattacharyya A. On a measure of divergence between two statistical populations defined by their
probability distributions. Bull Calcutta Math Soc. 1943; 35: 4.

55.

Sumner MD, Michael KJ, Bradshaw CJA, Hindell MA. Remote sensing of Southern Ocean sea surface
temperature: implications for marine biophysical models. Remote Sensing of Environment. 2003; 84:
161–173.

56.

Johnson JB, Omland KS. Model selection in ecology and evolution. Trends in Ecology & Evolution.
2004; 19: 101–108.

57.

Burnham KP, Anderson DR. Model selection and multi-model inference: a practical information-theoretic approach. Springer; 2002.

58.

Lea M-A, Hindell M, Arthur B, Bester M, De Bruyn P, Oosthuizen C Marion Island female Antarctic fur
seal geolocation tracking data ASAC-2940; 2014. Australian Antarctic Data Centre http://dx.doi.org/10.
4225/15/531FEC9077D6E.

59.

Lea M-A, Hindell M, Arthur B, Trathan P, Staniland I, Maloney D, et al. Bird Island female Antarctic fur
seal geolocation tracking data ASAC_2940; 2014. Australian Antarctic Data Centre http://dx.doi.org/10.
4225/15/531FD86AAF564.

60.

Dragon A, Marchand S, Authier M, Cotte C, Blain S, Guinet C. Insights into the spatio-temporal productivity distribution in the Indian Sector of the Southern Ocean provided by satellite observations. The Kerguelen Plateau: marine ecosystem and fisheries. 2011: 57–67.

61.

Boyd I, Arnould J, Barton T, Croxall J. Foraging behaviour of Antarctic fur seals during periods of contrasting prey abundance. Journal of Animal Ecology. 1994; 63: 703–713.

PLOS ONE | DOI:10.1371/journal.pone.0120888 March 25, 2015

18 / 19

Site Fidelity in Wide-Ranging Antarctic Fur Seals

62.

Georges J-Y, Tremblay Y, Guinet C. Seasonal diving behaviour in lactating subantarctic fur seals on
Amsterdam Island. Polar Biology. 2000; 23: 59–69.

63.

Lea M-A, Hindell M, Guinet C, Goldsworthy S. Variability in the diving activity of Antarctic fur seals, Arctocephalus gazella, at Iles Kerguelen. Polar Biology. 2002; 25: 269–279.

64.

Bailleul F, Luque S, Dubroca L, Arnould JPY, Guinet C. Differences in foraging strategy and maternal
behaviour between two sympatric fur seal species at the Crozet Islands. Marine Ecology-Progress Series. 2005; 293: 273–282.

65.

Field IC, Bradshaw CJ, Burton HR, Sumner MD, Hindell MA. Resource partitioning through oceanic
segregation of foraging juvenile southern elephant seals (Mirounga leonina). Oecologia. 2005; 142:
127–135. PMID: 15365810

66.

Hoenner X, Whiting SD, Hindell MA, McMahon CR. Enhancing the Use of Argos Satellite Data for
Home Range and Long Distance Migration Studies of Marine Animals. PLoS ONE. 2012; 7: e40713.
doi: 10.1371/journal.pone.0040713 PMID: 22808241

67.

Dewar H, Mous P, Domeier M, Muljadi A, Pet J, Whitty J. Movements and site fidelity of the giant manta
ray, Manta birostris, in the Komodo Marine Park, Indonesia. Marine Biology. 2008; 155: 121–133.

68.

McSweeney DJ, Baird RW, Mahaffy SD. Site fidelity, associations, and movements of Cuvier's (Ziphius
cavirostris) and Blainville's (Mesoplodon densirostris) beaked whales off the island of Hawai ‘i. Marine
Mammal Science. 2007; 23: 666–687.

69.

Lowther AD, Harcourt RG, Hamer DJ, Goldsworthy SD. Creatures of habit: foraging habitat fidelity of
adult female Australian sea lions. Marine Ecology Progress Series. 2011; 443: 249–263.

70.

Moore JK, Abbott MR. Surface chlorophyll concentrations in relation to the Antarctic Polar Front: seasonal and spatial patterns from satellite observations. Journal of Marine Systems. 2002; 37: 69–86.

71.

Budillon G, Rintoul S. Fronts and upper ocean thermal variability south of New Zealand. Antarctic Science. 2003; 15: 141–152.

72.

Lutjeharms JE, Valentine H. Southern Ocean thermal fronts south of Africa. Deep Sea Research Part A
Oceanographic Research Papers. 1984; 31: 1461–1475.

73.

Sokolov S, Rintoul SR. Structure of Southern Ocean fronts at 140 E. Journal of Marine Systems. 2002;
37: 151–184.

74.

Baylis AMM, Page B, McKenzie J, Goldsworthy SD. Individual foraging site fidelity in lactating New
Zealand fur seals: Continental shelf vs. oceanic habitats. Marine Mammal Science. 2012; 28: 276–294.

75.

Robson BW, Goebel ME, Baker JD, Ream RR, Loughlin TR, Francis RC, et al. Separation of foraging
habitat among breeding sites of a colonial marine predator, the northern fur seal (Callorhinus ursinus).
Canadian Journal of Zoology. 2004; 82: 20–29.

76.

Shields WM, Cook JR, Hebblethwaite ML, Wiles-Ehmann SS Ideal free coloniality in the swallows. In:
Slobodchikolf C. N., editor editors. The Ecology of Social Behaviour. San Diego: Academic Press;
1988. pp. 189–228.

77.

Ansorge IJ, Lutjeharms JR. Direct observations of eddy turbulence at a ridge in the Southern Ocean.
Geophysical Research Letters. 2005; 32: L14603.

78.

Dower K, Lucas M. Photosynthesis-irradiance relationships and production associated with a warmcore ring shed from the Agulhas Retroflection south of Africa. Marine Ecology-Progress Series. 1993;
95: 141–141.

79.

Cottin M, Raymond B, Kato A, Amelineau F, Le Maho Y, Raclot T, et al. Foraging strategies of male
Adelie penguins during their first incubation trip in relation to environmental conditions. Marine Biology.
2012; 159: 1843–1852.

80.

Nel D, Lutjeharms J, Pakhomov E, Ansorge I, Ryan P, Klages N. Exploitation of mesoscale oceanographic features by grey-headed albatross Thalassarche chrysostoma in the southern Indian Ocean.
Marine Ecology Progress Series. 2001; 217: 15–26.

81.

Wolf M, Frair J, Merrill E, Turchin P. The attraction of the known: the importance of spatial familiarity in
habitat selection in wapiti Cervus elaphus. Ecography. 2009; 32: 401–410.

82.

Authier M, Bentaleb I, Ponchon A, Martin C, Guinet C. Foraging fidelity as a recipe for a long life: Foraging strategy and longevity in male southern elephant seals. PLoS ONE. 2012; 7: e32026. doi: 10.1371/
journal.pone.0032026 PMID: 22505993

83.

McConnell B, Fedak M, Burton HR, Engelhard G, Reijnders PJ. Movements and foraging areas of
naive, recently weaned southern elephant seal pups. Journal of Animal Ecology. 2002; 71: 65–78.

84.

Bolnick DI, Svanbäck R, Fordyce JA, Yang LH, Davis JM, Hulsey CD, et al. The ecology of individuals:
incidence and implications of individual specialization. The American Naturalist. 2003; 161: 1–28.
PMID: 12650459

PLOS ONE | DOI:10.1371/journal.pone.0120888 March 25, 2015

19 / 19

