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How and where a female selects an area to settle and breed is of central importance in dispersal and population ecology as it governs 
range expansion and gene flow. Social structure and organization have been shown to influence settlement decisions, but its impor-
tance in the settlement of large, solitary mammals is largely unknown. We investigate how the identity of overlapping conspecifics 
on the landscape, acquired during the maternal care period, influences the selection of settlement home ranges in a non-territorial, 
solitary mammal using location data of 56 female brown bears (Ursus arctos). We used a resource selection function to determine 
whether females’ settlement behavior was influenced by the presence of their mother, related females, familiar females, and female 
population density. Hunting may remove mothers and result in socio-spatial changes before settlement. We compared overlap be-
tween settling females and their mother’s concurrent or most recent home ranges to examine the settling female’s response to the 
absence or presence of her mother on the landscape. We found that females selected settlement home ranges that overlapped their 
mother’s home range, familiar females, that is, those they had previously overlapped with, and areas with higher density than their 
natal ranges. However, they did not select areas overlapping related females. We also found that when mothers were removed from 
the landscape, female offspring selected settlement home ranges with greater overlap of their mother’s range, compared with mothers 
who were alive. Our results suggest that females are acquiring and using information about their social environment when making set-
tlement decisions.

Key words:   dispersal, public information, settlement, social environment, space use.

INTRODUCTION
How and where a female selects an area to settle and breed is of  
central importance in dispersal and population ecology (Pulliam 
and Danielson 1991; Barton 1992; Stamps 2001). After a variable 
amount of  time living in a natal home range (NHR), selection of  a 
settlement area is the final stage in natal dispersal, that is, dispersal 
before breeding (Bowler and Benton 2005). A common settlement 
pattern among mammals is for subadult males to disperse and for 
females to remain philopatric, that is, settle where they overlap 
their NHR (Waser and Jones 1983). However, even in mammals 
with general female philopatry it is common for some females to 
disperse (Lawson Handley and Perrin 2007), and such plasticity in 

dispersal pattern suggests behavioral control over the settlement 
process (Benard and McCauley 2008).

Proximate cues in the natal period may influence where indi-
vidual females settle (Stamps 2001; Benard and McCauley 2008). 
Natal habitat preference induction is a mechanism whereby indi-
viduals use environmental cues from their NHR when searching 
for settlement areas (Stamps and Davis 2006). Another mech-
anism is density dependence (Matthysen 2005), that is, females 
living at higher population densities may be limited in areas 
available to settle and breed (Fretwell and Lucas 1969; Stockley 
and Bro-Jørgensen 2011). Kin-based dispersal, that is, females 
settle in areas away from related individuals to avoid kin compe-
tition and thereby increase their inclusive fitness, has also been 
proposed as a mechanism for female settlement decisions (Cote 
and Clobert 2010). Conversely, in other social systems females 
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settle where they overlap kin with increased tolerance towards 
related individuals, which may also increase inclusive fitness  
(Clutton-Brock and Lukas 2012).

The influence of  social information, that is, information ac-
quired by observing other individuals interact with the environment 
(Danchin 2004), on the settlement process is receiving attention as a 
mechanism influencing settlement patterns (Vercken et al. 2012; Wey 
et  al. 2015). The use of  social information for settlement decisions 
has been described for a variety of  taxa (Doligez et al. 2002; Nocera 
et al. 2006; Robinson et al. 2011; Vercken et al. 2012), but has re-
ceived less attention in mammals (Valone 2007). This implies that so-
cial structure (relationships and interactions among individuals) and 
social organization (the composition of  individuals within an area or 
group), that is, the social environment, can provide information for 
individual dispersal decisions (Bowler and Benton 2005; Armansin 
et  al. 2020). For example, conspecific density can be used to assess 
the quality of  a resource or an environment (Dall et  al. 2005). In 
addition, information about the social environment gleaned in the 
natal period, for example, the presence and location of  conspecifics 
on the landscape (Danchin et al. 2004) or the detection of  a female 
with dependent young (Clobert et  al. 2001), can provide naïve in-
dividuals with valuable information, for example, on habitat availa-
bility or reproductive competition, and reduce uncertainty for their 
settlement decisions (Danchin et al. 2004). Lastly, the use of  informa-
tion regarding specific female identities allows an individual to gain 
familiarity with overlapping conspecifics which can reduce ‘social re-
sistance’ into an area for settlement (Armansin et al. 2020).

Research on the influence of  the social environment in mammals 
is typically conducted on social species (Hare et  al. 2014; O’Mara 
et  al. 2014). We use the brown bear (Ursus arctos) as model species 
to investigate if  the social environment influences natal dispersal and 
the selection of  settlement home ranges (SHR) in a non-territorial, 
solitary mammal. Brown bears live solitarily for the majority of  their 
lives aside from the mating period and females rearing offspring. 
Adult females maintain relatively stable home ranges with extensive 
spatio-temporal overlap, especially among related individuals (Mace 
and Waller 1997; Støen et al. 2005). Female brown bears likely ex-
hibit inverse density dependent dispersal, which may result in the 
formation of  matrilineal assemblages, that is, overlapping home 
ranges of  several generations of  related females (Støen et al. 2005). 
Reproductive suppression has been documented in female brown 
bears, and it has been suggested that related females (Støen et  al. 
2006b) and neighboring females (Ordiz et  al. 2008) influence one 
another’s breeding patterns. After the death of  an adult female, other 
females will shift their home ranges to fill in that vacancy (Frank et al. 
2017). This suggests that female brown bears may make decisions on 
space use and reproduction based on information regarding the so-
cial environment. Information gathering from conspecifics may re-
duce uncertainty in the settlement process and result in an increased 
chance of  successful breeding (Danchin et al. 2001). Brown bears ex-
tensively use chemical scent cues (Clapham et al. 2012, 2014; Jojola 
et al. 2012; Morehouse et al. 2021) and other spoor on the landscape 
(Sergiel et  al. 2017), and scent communication is the most likely 
means of  acquiring information on conspecifics (Revilla et al. 2021). 
Additionally, information about the social environment may be 
obtained through direct social interactions with spatially overlapping 
females. We propose that females acquire information about the so-
cial environment during the natal period, such as the identity and 
density of  conspecifics, that is later used in the selection of  an SHR.

The primary objective of  this study is to investigate if  the social 
environment influences selection of  an SHR by a solitary-living 

mammal, the brown bear. We hypothesized that, amongst all female 
conspecifics, an individual female’s mother would exhibit the highest 
level of  social tolerance towards them. We thus predicted that (P1) 
females would select SHR that overlapped their mother’s home 
range. However, hunting in the population leads to regular socio-
spatial changes (Frank et  al. 2017), and a mother may die before 
a female’s settlement decision. We hypothesized that females detect 
the presence or absence of  their mother on the landscape and would 
use that information when making settlement decisions. Specifically, 
we predicted that (P2) females whose mothers died before settlement 
would overlap a greater amount of  their mother’s home range than 
females whose mothers were alive in the settlement period. A kin-
based socio-spatial structure has been documented in female brown 
bears (Støen et al. 2005) and we hypothesized that females recognize 
and show higher social tolerance to kin than non-kin. We thus pre-
dicted that (P3) females would select SHR that overlapped related 
females. The presence of  females who are familiar from the natal 
period (Mateo 2002) may decrease aggressive encounters between 
neighboring females and improve breeding success (Ylönen et  al. 
1990; Armansin et al. 2020). We hypothesized that during the natal 
period females gained familiarity with neighboring females who may 
be less hostile to a female in the settlement period. We, therefore, 
predicted that (P4) female bears would select SHR that overlapped 
with females “known” from the natal period, hereafter “familiar” fe-
males. Previous research on female brown bears indicated that den-
sity patterns are regulated through social interactions of  females and 
that individuals have the ability to detect local density levels and that 
reproductive success of  primiparous females is higher in lower den-
sity areas (Støen et  al. 2006a; Zedrosser et  al. 2009). We hypothe-
sized that females detect density levels of  conspecifics in the natal 
period and during the selection of  an SHR. We, therefore, predicted 
(P5) females would select an SHR with a density lower relative to 
the NHR to reduce competition.

MATERIALS AND METHODS
Study area and model species

Our study area covers ~13,000 km2 and is located in Gävleborg and 
Dalarna counties, southcentral Sweden (~61ºN, 14ºE). The terrain 
is hilly, and Scots pine (Pinus sylvestris) and Norway spruce (Picea abies) 
are the dominating tree species. The forests are intensively man-
aged, resulting in a mosaic of  mixed-aged stands, bogs, and lakes. 
The human population density in the region is low (Ordiz et  al. 
2012), but there exists an extensive network of  forestry roads (Frank 
et al. 2015). Bears are hunted in the study area (Frank et al. 2017).

Brown bears are solitary-living and non-territorial carnivores 
with a promiscuous mating system and extensive overlap of  male 
and female home ranges (Støen et  al. 2005; Steyaert et  al. 2012). 
The mating season is from May to July (Steyaert et  al. 2012) and 
females give birth to cubs during hibernation in January (Friebe 
et al. 2001). Offspring in the Scandinavian population remain with 
their mothers in the NHR for either 1.5 or 2.5  years until family 
break up (Van de Walle et al. 2018). Dispersal is a gradual process 
over a 2–3 year timespan, and up to 54% of  the female subadults 
will settle in areas overlapping their NHR (Støen et  al. 2006a). 
The average age of  female primiparity in this population is 5 years 
(Zedrosser et al. 2009).

Telemetry data and home range estimation

The population in the study area has been continuously moni-
tored since 1985 (Swenson et al. 1994). Very-high frequency (VHF) 
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telemetry data span from 1985 to 2016 and Global Positioning 
System (GPS) telemetry data from 2003 to 2018 (Dahle and 
Swenson 2003; Arnemo and Evans 2017). Capture and handling 
of  bears was conducted by permit under Swedish authorities and 
ethical committees (Uppsala Djurförsöksetiska Nämnd: C40/3, 
C212/9, C47/9, C210/10, C7/12, C268/12, C18/15. Statens 
Veterinärmediciniska Anstalt, Jordbruksverket, Naturvårdsverket: 
Dnr 35-846/03, Dnr 412-7093-08 NV, Dnr 412-7327-09 Nv, Dnr 
31-11102/12, NV-01758-14). Relocations from VHF collars were 
obtained weekly on average and GPS collar data were collected 
hourly. We inspected VHF locations for outliers and removed loca-
tions that occurred beyond the average home range diameter (14 
km) from the cluster of  locations of  a given individual. To mini-
mize location error of  GPS relocation data, we removed GPS loca-
tions with a dilution of  precision (DOP) > 10 from the data (D’eon 
and Delparte 2005). We then subset the screened telemetry data to 
the average local active period for bears, 01 May to 30 September 
(Friebe et al. 2001).

We generated annual 95% kernel utilization distributions 
(UD) using the R package adehabitatHR (Calenge 2006) for each 
focal bear. A  focal bear’s NHR was estimated from the UD of  its 
mother in the year before family breakup, as focal bears had not 
yet received radio collars during this time period. We estimated a 
focal bear’s SHR from its own annual UD two years after family 
breakup, before primiparity (Zedrosser et  al. 2009). We selected 
two years post family breakup because previous work has shown 
peak dispersal activity for females in the year after family break up 
(Støen et  al. 2006a) and our goal was to best estimate where fe-
males settled. For some focal bears (n  =  24), telemetry data were 
unavailable for the second year after family breakup. In these cases, 
we used the first available year post breakup (from 1 to 4 years) for 
the SHR. For females with living mothers during the settlement pe-
riod, we estimated the mother’s home range in the focal bear’s set-
tlement year. For females whose mothers died before settlement, we 
estimated the mother’s home range in the most recently available 
year (1–2  years before settlement). We extracted the 95% vertices 
of  each annual UD to generate home ranges. We calculated the 
centroid of  the NHR and SHR of  each focal individual.

Between 50 and 80% of  female bears in the study area are 
marked on an annual basis (Bellemain et al. 2005; Zedrosser et al. 
2006), but not all marked bears have adequate relocation data for 
home range estimation. To approximate the home ranges of  non-
focal adult (≥4  years of  age) females (n  =  1259 bear years), we 
used varying methods based on the availability of  their location 
data. We used the available location as an approximated “home 
range” centroid for each year of  the adult lifespan (≥4  years of  
age) for marked females with only a single geolocation, for ex-
ample, the location of  their capture or mortality. For marked fe-
males with too few locations to estimate a UD, we obtained the 
centroid of  all available points to serve as the annual “home 
range” centroid. For females with adequate location data, we esti-
mated the 95% annual UD and obtained a home range centroid. 
We completed a sensitivity analysis to determine the appropriate 
buffer size around all non-focal female centroids to create as-
sumed home ranges. We overlapped circular polygons with radii 
from 6–15 km with female home ranges from our study popula-
tion with the goal of  maximizing home range coverage and min-
imizing the amount of  buffer extending beyond the home range. 
A buffer size of  10.5 km was large enough for 95% average cov-
erage of  all known female home ranges although exceeding home 
ranges by only 5% on average.

We obtained telemetry data from 56 dispersing females and 
31 unique mothers between 1998 and 2018; each represented 
in the natal and settlement year by ≥20 VHF (range  =  20–151, 
mean = 80) or ≥1000 GPS (range = 1045–6913, mean = 3543) lo-
cations. Local density varied from one to 15 females (mean = 7 ± 4 
SD) in the NHR and from zero to 11 females (mean = 5 ± 3) in the 
SHR (see Table S1 for further variable information).

Defining the social landscape

We identified female focal individuals that had available telemetry 
data in their natal and settlement years. We overlapped the NHR 
and SHR of  focal individuals with the home ranges of  non-focal 
females in each natal and settlement year (Figure 1). To test for 
predictions 1 and 3–5, we generated four variables based on the 
resulting overlap data to represent the social landscape (Figure 
1). Maternal overlap is a binary yes/no variable of  whether or not 
the home range of  the focal bear’s mother overlapped their own 
SHR. This variable is only relevant for focal bears who have living 
mothers in the settlement year. Relatedness ratio in the SHR repre-
sents the proportion of  related females among all overlapping fe-
males. We took tissue and hair samples from captured or dead 
bears in the population and used 16 microsatellites to genotype 
1614 individuals. We constructed pedigrees and used genotypes of  
individuals to assign relatedness of  females (detailed in Frank et al. 
2020) with the Lynch–Ritland estimator (Lynch and Ritland 1999). 
This method allows for the estimation of  the coefficient of  relat-
edness using molecular markers. We used a pairwise coefficient of  
relatedness value of  ≥0.125 as the threshold for two females to be 
related. This threshold includes up to third order relationships such 
as a great grandmother, aunt, or cousin. If  all females overlapping 
the SHR were unrelated, we assigned zero as the relatedness ratio. 
We did not include a focal bear’s mother in relatedness ratio due 
to her being represented already in the maternal overlap variable. 
Familiarity index represents females that overlapped the NHR (here-
after “familiar”). We divided the number of  familiar females by 
total females overlapping the focal individual’s SHR to generate the 
familiarity index. If  no familiar females overlapped the SHR, we 
assigned zero. We did not include a focal bear’s mother in the fa-
miliarity index due to her existing representation in the maternal 
overlap variable. Density difference is the difference in local female 
density (total number of  overlapping females) between the SHR 
and NHR. Obtaining the difference in density allowed us to incor-
porate variation in natal density among the focal females, as it rep-
resents the change in density from the NHR towards the SHR.

To test prediction 2, that is, the effect of  the mother being alive 
or dead during the settlement period, we overlapped the SHR of  
the focal female with her mother’s HR in the settlement year or 
most recent available year. We calculated an index of  overlap for 
a focal female’s SHR and her mother’s HR using the following 
formula:

(
Oij/

(
Ai + Aj

))
∗ 2,

where Oij represents the area of  overlap between the mother and 
focal female’s home ranges, Ai is the total area of  the mother’s 
home range, and Aj is the total area of  the focal female’s home 
range (Støen et  al. 2005); overlap index values are between 0 (no 
overlap) and 1 (complete overlap).

Statistical analyses and modeling approach

To address our primary objective, the influence of  the social en-
vironment in settlement decisions, we used second order resource 
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selection functions (RSF) with a used-available design and an expo-
nential selection function (Manly et al. 2002), which represents se-
lection at the level of  individual home ranges (Johnson 1980). The 
‘used’ locations were the set of  SHR centroids for the focal females. 
For each used location, we generated 5 “available” locations repre-
senting potential home range centroids where an individual could 
have settled (Figure 1). We based availability on empirical dispersal 
distances from the NHR for our focal females (range 1.3–67.7 km). 
We selected 25 km as the upper limit on availability as this rep-
resents the 95% distribution of  distances between the NHR and 
SHR and reflects the average dispersal distance for females in this 
population (Støen et  al. 2006a). We attempted to control for dis-
tance by fitting a probability distribution to the dispersal distances 
and randomly selecting 5 available locations weighted by proba-
bility within that buffer using the spsample function in the sp package 
(Pebesma and Bivand 2005). We buffered each used and available 
centroid by 10.5 km to generate a series of  used and available SHR 
polygons from which we extracted our social variables (Figure 1). 
We used the glmmTMB package (Brooks et al. 2017) to fit a logistic 
generalized linear mixed model with the binary response variable 
of  used (1) and available (0) SHR. As predictor variables, we used 
maternal overlap, relatedness ratio, familiarity index, density difference, and 
a random intercept for focal individual (focalID). We included an 
additional random intercept for the number of  years since family 

break up (1–4) to account for variability among individuals. We 
standardized all continuous predictor variables to have a mean of  
zero and a standard deviation of  one. Due to the importance of  
habitat features for survival (DeCesare et  al. 2014; Matthiopoulos 
et  al. 2015), we initially included the following habitat covariates 
(measured as percent cover over the home range) in our model: 
built (anthropogenic) environment, cultivated land, mature forest, 
young forest, clearcuts, and bogs (see Supplementary S1 for details).

Before modeling, we checked all predictor variables for collin-
earity by verifying that all variables had variance inflation factors 
(VIF) < 2. We conducted further analyses investigating the relation-
ship between relatedness ratio and familiarity index because there 
was potential overlap in those two variables (Supplementary S2). We 
first fit a base model that included all social predictor variables and 
no interactions and then sequentially fit the base model containing 
one interaction term for each combination of  predictor variables. 
We fit only one interaction term per model due to sample size lim-
itations. We did not have a priori hypotheses regarding the relative 
importance among the social variables, so we fit the base model and 
fit all possible subsets of  the base model using the MuMIn package 
(Bartoń 2018) and ranked them according to Akaike’s Information 
Criterion adjusted for small sample sizes (AICc, Hurvich and Tsai 
1995). We retained models within ΔAICc ≤ 2 of  the highest-ranked 
model for further assessment and interpretation (Burnham and 

From natal range:

From settlement range:
Total overlapping females: 3

Total overlapping females: 5

Familiar females from natal range: 2

Related females: 1

Maternal overlap (Yes): 1

Focal female natal range

Focal female settlement range

Focal female’s mother
Familiar female

Unfamiliar, unrelated female
Related female

Relatedness ratio: 1/5 = 0.2

Familiarity index: 2/5 = 0.4

Density di�erence: 5 – 3 = 2

(a) Used and available design

(c) Social environment

(d) Social variables

(b) Home range overlap

Natal

25 km

Used

Available

Figure 1
Schematic of  how social variables were derived for the study on the influence of  social environment on female brown bear settlement home range (SHR) 
selection. a) Used and available SHR design for the resource selection function. For each used SHR, 5 random available home ranges are created within 25 
km of  the natal home range. b) A focal female’s natal home range (NHR) and each used and available settlement home range were overlaid with the home 
ranges of  all other females on the landscape. c) Social environment variables were extracted based on the overlapping females, including the density (total 
overlapping females) in the NHR and SHR, the number of  related and known females overlapping the SHR, and whether the focal female’s SHR overlapped 
her mother’s home range. d) Four social variables (maternal overlap, relatedness ratio, familiarity index, and density difference) were derived based on social 
environment values extracted in b. Example calculations are given below each (c) and (d).

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article/33/1/137/6398953 by Sveriges Lantbruksuniversitet user on 28 M

arch 2022

http://academic.oup.com/beheco/article-lookup/doi/10.1093/beheco/arab118#supplementary-data
http://academic.oup.com/beheco/article-lookup/doi/10.1093/beheco/arab118#supplementary-data


Hansen et al. • Social environment shapes settlement behavior 141

Anderson 2004). We calculated Nakagawa’s pseudo R2 (Nakagawa 
and Schielzeth 2013) to evaluate goodness of  fit and explanatory 
power. We averaged coefficients and 95% confidence intervals (CI) 
over the retained model set for each variable. CIs containing zero 
were considered uninformative (Arnold 2010).

We employed a bootstrapping modeling procedure to assess rela-
tive variable importance. For each permutation, we randomly sam-
pled with replacement observations from 90% of  the focal bears 
in the study. In each permutation, we fit the base model and all 
possible subsets, ranked them via AICc, and retained those with 
ΔAICc ≤ 2 (Grueber et  al. 2011). We then averaged each set of  
top models and summed model weights by variable, that is, whether 
a focal variable was contained in the model. After 1000 permuta-
tions, we took the mean value of  each variable’s summed Akaike 
weight to measure the relative importance among the social vari-
ables (Galipaud et al. 2014).

To assess how the mother’s presence on the landscape influences 
settlement decisions, we compared the overlap index between fe-
males whose mothers were alive during settlement with those whose 
mothers died before that period with a Wilcoxon test. One female 
in each group had overlap values of  zero, so we removed them 
from the analysis to avoid “ties.” We performed all statistical ana-
lyses in R 3.6.2 (R Core Team 2019).

RESULTS
We did not detect selection or avoidance for any habitat features at 
the second order scale and model selection showed the highest sup-
port for the model containing only social variables (see Supplement 
S1 for a detailed description on methodology and results from 
habitat modeling). We did not detect any informative interactions 
between the predictor variables (Table S2), and the base model re-
ceived greater support than any models containing an interaction 
term. We also did not see an effect in the random intercept for a 
year since the family breakup (Table S3) and the base model re-
ceived higher support than the model with the additional random 
intercept.

Two models had ΔAICc ≤ 2; each of  the predictor variables 
appeared in at least one top model (Table 1). Akaike weights of  
the top models indicated no clear support for a single model, 
so we present coefficients from the averaged model (Figure 
2). Female bears selected for SHR that overlapped mothers 
(β = 1.03, 95% CI: 0.3–1.67), familiar females (β = 0.8, CI:0.44–
1.17), and areas with higher density relative to their natal range 
(β  =  0.67, CI: 0.32–1.03), but were indifferent for overlap with 
related females (β = −0.19, CI: −0.52to 0.15). The results of  the 
model bootstrapping procedure indicated that maternal overlap, den-
sity difference, and familiarity index had the highest variable impor-
tance (Table 2). In contrast, the CI of  relatedness ratio contained 
zero and had the least relative importance in the bootstrapping 
procedure (Table 2).

Probability of  selection for SHR increased with maternal 
overlap, presence of  familiar females, and areas with higher density 
relative to their natal range, but not for related females (Figure 3). 
Pseudo R2 values for the top models indicated that modeling social 
factors alone explains 27% of  variation in second order settlement 
patterns for female bears (Table 1).

The overlap index between focal females SHR and their mothers’ 
home ranges averaged 0.41 ± 0.23 (range 0–0.83). Females whose 
mothers died before the settlement year (n = 20) had a higher de-
gree of  overlap with their mother’s last known home range (mean: 

0.49 ± 0.24) than females whose mothers were alive (n = 32) in the 
settlement period (mean: 0.36 ± 0.2, W = 184, p = 0.01, Figure 4).

DISCUSSION
Our study provides evidence that the social environment influ-
ences settlement decisions of  a large, non-territorial, solitary-living 
mammal. We found that female brown bears selected SHRs that 
overlapped their mother’s home range (support P1). When mothers 
were removed from the landscape, that is, through hunting, fe-
male offspring selected SHRs with greater spatial overlap of  
their mother’s range, as compared with when mothers were alive 

Table 1
Resource Selection Function model results showing the 
influence of  the social landscape on female brown bear 
selection of  settlement home ranges in Sweden, 1998–2018. 
Model selection table shows the two most supported models 
(highest-ranked model and others ∆AICc < 2) plus the 
null model. Values shown are the degrees of  freedom, log 
likelihood, AICc, ∆AICc, model weight, and Nakagawa’s Pseudo 
R2 for the marginal (fixed effects) model. Social variable codes 
are as follows: densDiff = difference in density from SHR to 
NHR, famIx = familiarity index, matOver = maternal overlap, 
relRatio = relatedness ratio

Model set K logLik AICc ΔAICc Wi Pseudo R2

densDiff 
+ famIx + 
matOver

5 −131.72 273.62 0.00 0.6 0.27

densDiff 
+ famIx + 
matOver + 
relRatio

6 −131.11 274.48 0.86 0.39 0.27

Null model 2 151.39 306.81 33.2 0 0

Maternal
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Familiarity
index

Density
di
erence

Relatedness
ratio
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Figure 2
Plot of  fixed effect coefficient estimates with 95% confidence intervals 
(coefficients were exponentiated to derive odds ratios) from a resource 
selection function averaged model estimating the influence of  social 
variables on female brown bear selection of  settlement home ranges in 
Scandinavia (from 1998–2018). Fixed effects were standardized to a mean 
of  zero and a standard deviation of  one. Variables with confidence intervals 
not overlapping one are considered informative. Exponentiated 95% 
confidence interval values are 1) maternal overlap (1.51–5.54), 2) familiarity 
index (1.56–3.22), 3) density difference (1.37–2.82), and 4) relatedness ratio 
(0.59–1.16).
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(support P2). In contrast, we did not find that females selected 
SHRs that overlapped related females (no support P3). Instead, 
females selected SHRs that overlapped familiar females (support 
P4). Lastly, we found evidence that females used density cues when 
selecting their SHR, but did not select for lower density areas (no 
support P5).

We found that the strongest predictor of  female SHR selection 
was overlap with the maternal range. In many mammals, females 
settle in home ranges that overlap their mother’s home range, that 
is, are philopatric, (Arnaud et  al. 2012; Clutton-Brock and Lukas 
2012), likely because resource distribution in that area is most fa-
miliar and they receive a certain amount of  social tolerance 
from their mother, as suggested by the resident fitness hypothesis 

(Wiggett and Boag 1992). Studies from small rodents demonstrate 
clear fitness benefits from philopatry: female bushy-tailed woodrats 
(Neotoma cinerea) who spatially associated with their mothers after in-
dependence had increased over-winter survivorship and reduced re-
productive failures compared with those that settled in areas lacking 
their mother (Moses and Millar 1994). Presence of  mothers was 
related to higher survival in female grey mouse lemurs (Microcebus 
murinus), with daughters of  present mothers more likely to survive 
to the breeding season (Lutermann et  al. 2006). Familiarity with 
resources of  an area conveys a considerable advantage to an in-
dividual establishing an SHR (Waser and Jones 1983), such as 
foraging spots (Ashbury et  al. 2020), or refugia from predators 
(Gehr et al. 2020). For example, female orangutans (Pongo pygmaeus) 
show high spatial overlap with their maternal range from indepen-
dence through sexual maturity and benefit from the mother’s high 
social tolerance and the familiarity with foraging locations (Ashbury 
et al. 2020). Among Ursids, females often select an SHR that over-
laps with their mothers (Powell 1987; McLellan and Hovey 2001; 
Støen et al. 2005). However, tolerance is dependent on a mother’s 
ability to recognize her independent offspring (Waser and Jones 
1983). Kin recognition, likely based on olfactory cues (Jojola et al. 
2012), has been suggested in our study population (Zedrosser et al. 
2007; Swenson and Haroldson 2008). An individual’s mother is the 
most familiar on the landscape other than full siblings. Thus, it is 
plausible that female brown bears recognize their independent off-
spring and tolerate home range overlap with them.

Our strongest evidence for the influence of  the social environ-
ment was the difference in settlement patterns based on whether 
or not an individual’s mother was present and alive on the land-
scape during the settlement period. If  a focal female’s mother had 
died before settlement, the settling female established an SHR with 
greater overlap of  her deceased mother’s last known home range. 

1.00 (a) (b)

(c) (d)

0.75

0.50

0.25

0.00

1.00

0.75

0.50

0.25

0.00

No
Maternal overlap

R
el

at
iv

e 
pr

ob
ab

ili
ty

 o
f 

se
le

ct
io

n

Density di�erence

Familiarity index Relatedness ratio
0 0.1 0.2 0.3 0.4 0.5 0.6 0.7 0.8 0.9 1

Yes

1.00

0.75

0.50

0.25

0.00

1.00

0.75

0.50

0.25

0.00

–14 –10 –6 –2 2

0 0.1 0.2 0.3 0.4 0.5 0.6 0.7 0.8 0.9 1

6 10 14

Figure 3
Relative probability of  a female brown bear selecting a settlement home range (SHR) dependent on a) overlapping her mother’s home range, b) the difference 
in female bear density in the SHR relative to her natal home range, c) the proportion of  familiar (individuals a focal female had natal home range overlap 
with) to total females overlapping the SHR, and d) the proportion of  related females to total females overlapping the SHR. Data are predicted from a 
resource selection model for the female Scandinavian brown bear population between 1998–2018.

Table 2
Results of  averaging the top models of  the influence of  the 
social landscape on female brown bear settlement home 
range selection in Scandinavia (between 1998 and 2018). 
Summary of  parameter estimates, standard error, and 95% 
confidence interval (CI) after model averaging each covariate 
on probability of  use for used and available settlement 
home ranges. Relative importance of  each variable is from 
their summed Akaike weights. Variable codes are as follows: 
matOver = maternal overlap, famIx = familiarity index, 
densDiff = change in density from settlement to natal home 
range, relRatio = relatedness ratio

Variable β SE CI Relative importance

matOver 1.03 0.32 0.33–1.67 0.95
famIx 0.8 0.19 0.44–1.17 0.99
densDiff 0.67 0.18 0.32–1.03 0.99
relRatio −0.19 0.17 −0.52 to 0.15 0.34
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(Wiggett and Boag 1992). Studies from small rodents demonstrate 
clear fitness benefits from philopatry: female bushy-tailed woodrats 
(Neotoma cinerea) who spatially associated with their mothers after in-
dependence had increased over-winter survivorship and reduced re-
productive failures compared with those that settled in areas lacking 
their mother (Moses and Millar 1994). Presence of  mothers was 
related to higher survival in female grey mouse lemurs (Microcebus 
murinus), with daughters of  present mothers more likely to survive 
to the breeding season (Lutermann et  al. 2006). Familiarity with 
resources of  an area conveys a considerable advantage to an in-
dividual establishing an SHR (Waser and Jones 1983), such as 
foraging spots (Ashbury et  al. 2020), or refugia from predators 
(Gehr et al. 2020). For example, female orangutans (Pongo pygmaeus) 
show high spatial overlap with their maternal range from indepen-
dence through sexual maturity and benefit from the mother’s high 
social tolerance and the familiarity with foraging locations (Ashbury 
et al. 2020). Among Ursids, females often select an SHR that over-
laps with their mothers (Powell 1987; McLellan and Hovey 2001; 
Støen et al. 2005). However, tolerance is dependent on a mother’s 
ability to recognize her independent offspring (Waser and Jones 
1983). Kin recognition, likely based on olfactory cues (Jojola et al. 
2012), has been suggested in our study population (Zedrosser et al. 
2007; Swenson and Haroldson 2008). An individual’s mother is the 
most familiar on the landscape other than full siblings. Thus, it is 
plausible that female brown bears recognize their independent off-
spring and tolerate home range overlap with them.

Our strongest evidence for the influence of  the social environ-
ment was the difference in settlement patterns based on whether 
or not an individual’s mother was present and alive on the land-
scape during the settlement period. If  a focal female’s mother had 
died before settlement, the settling female established an SHR with 
greater overlap of  her deceased mother’s last known home range. 

Conversely, for focal females with living mothers in the settlement 
period, SHR had less overlap with their mother’s range, which in-
dicates a mother-offspring conflict over space (Frank et  al. 2017). 
Similar patterns have been found in solitary rodents (Lutermann 
et al. 2006; Arnaud et al. 2012; Sakamoto et al. 2015). For example, 
experimental removal of  Japanese wood mice (Apodemus speciosus) 
mothers inhibited natal dispersal in their female offspring, whereby 
females whose mothers were present dispersed more frequently and 
longer distances (Sakamoto et al. 2015). In American black bears, 
females partially overlapped their mother’s home range although 
she was alive, but took over her home range after her death (Powell 
1987). Our results suggest a tradeoff in which mothers may limit 
home range sharing to maximize their own fitness. Parent-offspring 
conflict theory (Trivers 1974) dictates that conflict is expected be-
tween mothers and their independent daughters. A settling female 
should attempt to maximize her fitness by selecting an SHR with 
the greatest possible overlap with her mother’s range, providing she 
incurs no related costs. Delayed primiparity of  philopatric females 
has been shown in this population, indicating a potential cost of  
selecting an SHR overlapping their mother (Støen et  al. 2006b). 
A  young female may be compensated for this cost by increased 
survival and higher future reproduction, possibly due to famil-
iarity with the resources available in their mother’s range. Mothers, 
however, are expected to limit the amount of  overlap to any given 
daughter to increase her inclusive fitness. A mother that allows her 
independent daughter greater access to the resources in her HR 
might decrease her own future survival and reproduction (Trivers 
1974). It is possible that mothers are tolerating overlap in marginal 
areas of  their home range although maintaining exclusive use of  a 
“core” area, thereby minimizing their fitness costs, however, we did 
not investigate these characteristics within home ranges.

We further found that familiarity but not relatedness was selected 
for in SHR and no interaction between being related and familiar. 
Thus, familiarity alone appears to be a stronger social cue for fe-
male bears in settlement decisions. Early associations as juveniles 
with overlapping females can be important for discrimination of  fa-
miliar neighbors. Even a short period of  association may allow the 

recognition of  familiar individuals, as shown in Grey seals (Halichoerus 
grypus) (Robinson et al. 2015). This highlights the possibility of  young 
individuals gathering information on familiar conspecifics that they 
can use later in life. In ursids, information about the social environ-
ment is most likely obtained via scent cues and olfactory commu-
nication (Clapham et  al. 2012; Morehouse et  al. 2021), but, given 
females’ extensive home range overlap, it may also be gained through 
direct social contact. Future research should directly investigate the 
use of  scent cues and rates of  direct contact by female bears.

The benefits of  nearby kin have been well documented (Clutton-
Brock 2009; Dobson et al. 2012). However, it is becoming increas-
ingly clear that familiarity with other individuals, independent 
of  their relatedness, may give fitness benefits (Ylönen et  al. 1990; 
Shier and Swaisgood 2012). Higher reproductive success in female 
great tits (Parus major) was correlated with a higher number of  fa-
miliar neighbors and whether their nearest neighbor was familiar 
(Grabowska-Zhang et  al. 2011). Familiarity with conspecifics ap-
pears to confer fitness benefits for both survival and reproduction 
for birds and small mammals (Grabowska-Zhang et al. 2011; Shier 
and Swaisgood 2012; Siracusa et al. 2021), but it is unknown if  this 
occurs in large mammals. Further research is needed to determine 
whether settling near closely related or familiar females provides 
enhanced fitness for dispersing females.

Two potential mechanisms may explain why females select SHR 
overlapping familiar females but not related females. The first 
mechanism is the “dear enemy” effect in which an individual will 
exhibit reduced aggression towards their familiar neighbors com-
pared with strangers (Temeles 1994). This is mostly seen in territo-
rial species (Rosell and Bjørkøyli 2002; Benten et al. 2020; Vázquez 
et  al. 2020). Bears are non-territorial, but previous research has 
indicated that aggression may be a mechanism for explaining the 
socio-spatial patterns exhibited in brown bears (Støen et al. 2005). 
Intraspecific aggression in brown bears has been reported in several 
populations across their geographic range (Miller 1985; McLellan 
1994; Swenson et  al. 2001). If  aggressive encounters are reduced 
by selecting SHR overlapping familiar neighbors, this benefits the 
focal female. Brown bear females exhibit strong site fidelity and 
stable home ranges are conducive to establishing familiarity with 
neighboring females. The second mechanism is through familiarity-
based kin recognition, that is, discrimination of  kin based on as-
sociation or familiarity (Tang-Martinez 2001). This alternative to 
phenotypic kin recognition is location-dependent; if  an individual is 
adjacent, they are likely related (Mateo 2004). Tolerance behavior 
towards neighboring females can be maintained in populations that 
exhibit philopatry due to the probability that neighbors are closely 
related (Waser and Jones 1983). If  familiars are also relatives, there 
could be an increase in inclusive fitness. Due to the generally phil-
opatric nature of  female brown bears, related individuals are typi-
cally clustered spatially (Støen et al. 2005). Despite the suggestion 
of  kin recognition in our population, our results do not suggest its 
occurrence among female brown bears, but there is support for in-
dividual recognition through prior association.

We predicted that females would detect density differences on 
the landscape and select SHR in areas of  lower density, as sug-
gested by previous research (Støen et  al. 2006a); however, we did 
not find support for that in our study. Although females did appear 
to respond to density in this study population, contrary to our pre-
diction, they selected SHR in areas with higher density relative 
to their natal ranges. Females possibly settle in areas with higher 
female density because it could indicate higher quality habitat. 
Although male bears may disperse into areas lacking conspecifics 
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Figure 4
Violin plot showing relationship between the amount of  overlap between 
the settlement home range of  a female brown bear and the home range of  
her mother. The x axis indicates whether the mother of  the female was alive 
during the settlement period or had died before settlement. Overlap index 
values on the y axis are between 0 and 1.  Mean overlap for females with 
living mothers was 0.36 (±0.2); mean overlap for females whose mother 
died before settlement was 0.49 (±0.24).
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(Zedrosser et al. 2007), this is not seen with females. Additional re-
search investigating the relationship between population density 
and habitat quality could help shed light on this settlement pattern.

Strikingly, females do not appear to use non-social environmental 
cues (i.e., habitat types) when selecting SHR at the second order. 
Human-mediated homogenization of  landscapes through large 
scale forestry in the study area has created consistent cut blocks and 
regenerating stands (Josefsson et al. 2010). This suggests that impor-
tant heterogeneity cues for settlement decisions occurs within the 
social landscape. Changes in the social makeup of  this population 
are largely driven by hunting (Gosselin et  al. 2015; Bischof  et  al. 
2018). As adult females are removed from the population via har-
vest, surviving females will shift their home ranges to “fill in” va-
cancies left by the deceased female (Frank et al. 2017). This annual 
variation in the distribution of  the population would make sensi-
tivity towards and use of  cues regarding the social environment 
particularly valuable not only for settlement decisions but also when 
expanding or shifting the home range configuration over time. Our 
study highlights that the social environment, beyond conspecific 
presence or density, is an important consideration when describing 
settlement decisions and dispersal patterns, and that such informa-
tion is important for solitary-living species.

SUPPLEMENTARY MATERIAL
Supplementary data are available at Behavioral Ecology online.

ACKNOWLEDGEMENTS
We are grateful to the many field workers and volunteers that have contrib-
uted to the data collection for this study during the course of  the years. We 
especially acknowledge the help of  Dr. honoris causa S. Brunberg. We would 
like to thank three anonymous reviewers whose feedback has greatly im-
proved the manuscript. The long-term funding of  the Scandinavian Brown 
Bear Research Project (SBBRP) has come primarily from the Swedish 
Environmental Protection Agency, the Norwegian Environment Agency, 
the Austrian Science Fund, and the Swedish Association for Hunting and 
Wildlife Management. This is paper No. 318 from the SBBRP.

FUNDING
This study was funded through the 2015–2016 BiodivERsA COFUND call 
for research proposals, with the national funders Agence Nationale de la 
Recherche (France) (ANR-16-EBI3-0003), National Science Center (Poland) 
(2016/22/Z/NZ8/00121), Project Management Agency of  the German 
Aerospace Center (01LC1614A), Romanian National Authority for Scientific 
Research and Innovation (BiodivERsA3-2015-147-BearConnect (96/2016), 
and The Research Council of  Norway (269863). AGH has received funding 
from the European Union’s Horizon 2020 research and innovation program 
under the Marie Skłodowska-Curie grant agreement no. 793077.

Data availability: Analyses reported in this article can be reproduced using 
the data provided by Hansen et al. (2021).

Handling editor: John Quinn 

REFERENCES
Armansin NC, Stow AJ, Cantor M, Leu ST, Klarevas-Irby JA, Chariton AA, 

Farine DR. 2020. Social barriers in ecological landscapes: the social re-
sistance hypothesis. Trends Ecol Evol. 35:137–148.

Arnaud  CM, Dobson  FS, Murie  JO. 2012. Philopatry and within-colony 
movements in Columbian ground squirrels. Mol Ecol. 21:493–504.

Arnemo JM, Evans A. 2017. Biomedical protocols for free-ranging brown 
bears, wolves, wolverines and lynx. Technical report. Evenstad, Norway: 
Inland Norway University of  Applied Sciences.

Arnold  TW. 2010. Uninformative parameters and model selection using 
Akaike’s Information Criterion. J Wildl Manage. 74:1175–1178.

Ashbury  AM, Willems  EP, Utami  Atmoko  SS, Saputra  F, van  Schaik  CP, 
van Noordwijk MA. 2020. Home range establishment and the mechan-
isms of  philopatry among female Bornean orangutans (Pongo pygmaeus 
wurmbii) at Tuanan. Behav Ecol Sociobiol. 74:42.

Barton NH. 1992. The genetic consequences of  dispersal. In: Stenseth NC, 
Lidicker  WZ, editors. Animal dispersal: small mammals as a model. 
Dordrecht: Springer Science & Business Media. p. 37–59.

Bartoń K. 2018. MuMIn: multi-model inference. R package version 1.42.1. 
Cran-R. 1:289–290.

Bellemain  E, Swenson  JE, Tallmon  D, Brunberg  S, Taberlet  P. 2005. 
Estimating population size of  elusive animals with DNA from hunter-
collected feces: four methods for brown bears. Conserv Biol. 19:150–161.

Benard MF, McCauley SJ. 2008. Integrating across life-history stages: con-
sequences of  natal habitat effects on dispersal. Am Nat. 171:553–567.

Benten A, Cross HB, Tinnesand VH, Zedrosser A, Rosell F. 2020. Distant 
neighbours: friends or foes? Eurasian beavers show context-dependent re-
sponses to simulated intruders. Behav Ecol Sociobiol. 74:1–10.

Bischof  R, Bonenfant  C, Rivrud  IM, Zedrosser  A, Friebe  A, Coulson  T, 
Mysterud A, Swenson JE. 2018. Regulated hunting re-shapes the life his-
tory of  brown bears. Nat Ecol Evol. 2:116–123.

Bowler  DE, Benton  TG. 2005. Causes and consequences of  animal dis-
persal strategies: relating individual behaviour to spatial dynamics. Biol 
Rev Camb Philos Soc. 80:205–225.

Brooks  ME, Kristensen  K, van  Benthem  KJ, Magnusson  A, Berg  CW, 
Nielsen A, Skaug HJ, Machler M, Bolker BM. 2017. glmmTMB balances 
speed and flexibility among packages for zero-inflated generalized linear 
mixed modeling. R J. 9:378–400.

Burnham  KP, Anderson  DR. 2004. Multimodel inference: understanding 
AIC and BIC in model selection. Sociol Methods Res. 33:261–304.

Calenge  C. 2006. The package “adehabitat” for the R software: a tool 
for the analysis of  space and habitat use by animals. Ecol Model. 
197:516–519.

Clapham M, Nevin OT, Ramsey AD, Rosell F. 2012. A hypothetico-deduc-
tive approach to assessing the social function of  chemical signalling in a 
non-territorial solitary carnivore. PLoS One. 7:e35404.

Clapham M, Nevin OT, Ramsey AD, Rosell F. 2014. Scent-marking invest-
ment and motor patterns are affected by the age and sex of  wild brown 
bears. Anim Behav. 94:107–116.

Clobert  J, Danchin  É, Dhondt  AA, Nicholds  JD. 2001. Dispersal. New 
York: Oxford University Press.

Clutton-Brock  T. 2009. Structure and function in mammalian societies. 
Philos Trans R Soc Lond B Biol Sci. 364:3229–3242.

Clutton-Brock TH, Lukas D. 2012. The evolution of  social philopatry and 
dispersal in female mammals. Mol Ecol. 21:472–492.

Cote  J, Clobert  J. 2010. Risky dispersal: avoiding kin competition despite 
uncertainty. Ecology. 91:1485–1493.

D’eon RG, Delparte D. 2005. Effects of  radio-collar position and orienta-
tion on GPS radio-collar performance, and the implications of  PDOP in 
data screening. J Appl Ecol. 42:383–388.

Dahle  B, Swenson  JE. 2003. Home ranges in adult Scandinavian brown 
bears (Ursus arctos): effect of  mass, sex, reproductive category, population 
density and habitat type. J Zool. 260:329–335.

Dall  SR, Giraldeau  LA, Olsson  O, McNamara  JM, Stephens  DW. 2005. 
Information and its use by animals in evolutionary ecology. Trends Ecol 
Evol. 20:187–193.

Danchin E, Giraldeau LA, Valone TJ, Wagner RH. 2004. Public informa-
tion: from nosy neighbors to cultural evolution. Science. 305:487–491.

Danchin É, Heg D, Doligez B. 2001. Public information and breeding hab-
itat selection. In: Clobert J, Danchin É, Dhondt AA, Nichols JD, editors. 
Dispersal. New York: Oxford University Press. p. 243–258.

DeCesare  NJ, Hebblewhite  M, Bradley  M, Hervieux  D, Neufeld  L, 
Musiani M. 2014. Linking habitat selection and predation risk to spatial 
variation in survival. J Anim Ecol. 83:343–352.

Dobson  FS, Viblanc  VA, Arnaud  CM, Murie  JO. 2012. Kin selection in 
Columbian ground squirrels: direct and indirect fitness benefits. Mol 
Ecol. 21:524–531.

Doligez  B, Danchin  E, Clobert  J. 2002. Public information and breeding 
habitat selection in a wild bird population. Science. 297:1168–1170.

Frank  SC, Leclerc  M, Pelletier  F, Rosell  F, Swenson  JE, Bischof  R, 
Kindberg J, Eiken HG, Hagen SB, Zedrosser A. 2017. Sociodemographic 
factors modulate the spatial response of  brown bears to vacancies created 
by hunting. J Anim Ecol. 87:247–258.

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article/33/1/137/6398953 by Sveriges Lantbruksuniversitet user on 28 M

arch 2022



Hansen et al. • Social environment shapes settlement behavior 145

Arnold  TW. 2010. Uninformative parameters and model selection using 
Akaike’s Information Criterion. J Wildl Manage. 74:1175–1178.

Ashbury  AM, Willems  EP, Utami  Atmoko  SS, Saputra  F, van  Schaik  CP, 
van Noordwijk MA. 2020. Home range establishment and the mechan-
isms of  philopatry among female Bornean orangutans (Pongo pygmaeus 
wurmbii) at Tuanan. Behav Ecol Sociobiol. 74:42.

Barton NH. 1992. The genetic consequences of  dispersal. In: Stenseth NC, 
Lidicker  WZ, editors. Animal dispersal: small mammals as a model. 
Dordrecht: Springer Science & Business Media. p. 37–59.

Bartoń K. 2018. MuMIn: multi-model inference. R package version 1.42.1. 
Cran-R. 1:289–290.

Bellemain  E, Swenson  JE, Tallmon  D, Brunberg  S, Taberlet  P. 2005. 
Estimating population size of  elusive animals with DNA from hunter-
collected feces: four methods for brown bears. Conserv Biol. 19:150–161.

Benard MF, McCauley SJ. 2008. Integrating across life-history stages: con-
sequences of  natal habitat effects on dispersal. Am Nat. 171:553–567.

Benten A, Cross HB, Tinnesand VH, Zedrosser A, Rosell F. 2020. Distant 
neighbours: friends or foes? Eurasian beavers show context-dependent re-
sponses to simulated intruders. Behav Ecol Sociobiol. 74:1–10.

Bischof  R, Bonenfant  C, Rivrud  IM, Zedrosser  A, Friebe  A, Coulson  T, 
Mysterud A, Swenson JE. 2018. Regulated hunting re-shapes the life his-
tory of  brown bears. Nat Ecol Evol. 2:116–123.

Bowler  DE, Benton  TG. 2005. Causes and consequences of  animal dis-
persal strategies: relating individual behaviour to spatial dynamics. Biol 
Rev Camb Philos Soc. 80:205–225.

Brooks  ME, Kristensen  K, van  Benthem  KJ, Magnusson  A, Berg  CW, 
Nielsen A, Skaug HJ, Machler M, Bolker BM. 2017. glmmTMB balances 
speed and flexibility among packages for zero-inflated generalized linear 
mixed modeling. R J. 9:378–400.

Burnham  KP, Anderson  DR. 2004. Multimodel inference: understanding 
AIC and BIC in model selection. Sociol Methods Res. 33:261–304.

Calenge  C. 2006. The package “adehabitat” for the R software: a tool 
for the analysis of  space and habitat use by animals. Ecol Model. 
197:516–519.

Clapham M, Nevin OT, Ramsey AD, Rosell F. 2012. A hypothetico-deduc-
tive approach to assessing the social function of  chemical signalling in a 
non-territorial solitary carnivore. PLoS One. 7:e35404.

Clapham M, Nevin OT, Ramsey AD, Rosell F. 2014. Scent-marking invest-
ment and motor patterns are affected by the age and sex of  wild brown 
bears. Anim Behav. 94:107–116.

Clobert  J, Danchin  É, Dhondt  AA, Nicholds  JD. 2001. Dispersal. New 
York: Oxford University Press.

Clutton-Brock  T. 2009. Structure and function in mammalian societies. 
Philos Trans R Soc Lond B Biol Sci. 364:3229–3242.

Clutton-Brock TH, Lukas D. 2012. The evolution of  social philopatry and 
dispersal in female mammals. Mol Ecol. 21:472–492.

Cote  J, Clobert  J. 2010. Risky dispersal: avoiding kin competition despite 
uncertainty. Ecology. 91:1485–1493.

D’eon RG, Delparte D. 2005. Effects of  radio-collar position and orienta-
tion on GPS radio-collar performance, and the implications of  PDOP in 
data screening. J Appl Ecol. 42:383–388.

Dahle  B, Swenson  JE. 2003. Home ranges in adult Scandinavian brown 
bears (Ursus arctos): effect of  mass, sex, reproductive category, population 
density and habitat type. J Zool. 260:329–335.

Dall  SR, Giraldeau  LA, Olsson  O, McNamara  JM, Stephens  DW. 2005. 
Information and its use by animals in evolutionary ecology. Trends Ecol 
Evol. 20:187–193.

Danchin E, Giraldeau LA, Valone TJ, Wagner RH. 2004. Public informa-
tion: from nosy neighbors to cultural evolution. Science. 305:487–491.

Danchin É, Heg D, Doligez B. 2001. Public information and breeding hab-
itat selection. In: Clobert J, Danchin É, Dhondt AA, Nichols JD, editors. 
Dispersal. New York: Oxford University Press. p. 243–258.

DeCesare  NJ, Hebblewhite  M, Bradley  M, Hervieux  D, Neufeld  L, 
Musiani M. 2014. Linking habitat selection and predation risk to spatial 
variation in survival. J Anim Ecol. 83:343–352.

Dobson  FS, Viblanc  VA, Arnaud  CM, Murie  JO. 2012. Kin selection in 
Columbian ground squirrels: direct and indirect fitness benefits. Mol 
Ecol. 21:524–531.

Doligez  B, Danchin  E, Clobert  J. 2002. Public information and breeding 
habitat selection in a wild bird population. Science. 297:1168–1170.

Frank  SC, Leclerc  M, Pelletier  F, Rosell  F, Swenson  JE, Bischof  R, 
Kindberg J, Eiken HG, Hagen SB, Zedrosser A. 2017. Sociodemographic 
factors modulate the spatial response of  brown bears to vacancies created 
by hunting. J Anim Ecol. 87:247–258.

Frank  SC, Pelletier  F, Kopatz  A, Bourret  A, Garant  D, Swenson  JE, 
Eiken HG, Hagen SB, Zedrosser A. 2020. Harvest is associated with the 
disruption of  social and fine-scale genetic structure among matrilines of  a 
solitary large carnivore. Evol Appl. 1–13. doi: 10.1111/eva.13178.

Frank  SC, Steyaert  SM, Swenson  JE, Storch  I, Kindberg  J, Barck  H, 
Zedrosser  A. 2015. A “clearcut” case? Brown bear selection of  coarse 
woody debris and carpenter ants on clearcuts. For Ecol Manage. 
348:164–173.

Fretwell  SD, Lucas  HL. 1969. On territorial behavior and other factors 
influencing habitat distribution in birds. Acta Biotheor. 19:16–36.

Friebe A, Swenson JE, Sandegren F. 2001. Denning chronology of  female 
brown bears in central Sweden. Ursus. 12:37–45.

Galipaud  M, Gillingham  MA, David  M, Dechaume-Moncharmont  FX. 
2014. Ecologists overestimate the importance of  predictor variables in 
model averaging: a plea for cautious interpretations. Methods Ecol Evol. 
5:983–991.

Gehr  B, Bonnot  NC, Heurich  M, Cagnacci  F, Ciuti  S, Hewison  AJM, 
Galliard  J-M, Ranc N, Premier  J, Vogt K, et  al. 2020. Stay home, stay 
safe—Site familiarity reduces predation risk in a large herbivore in two 
contrasting study sites. J Anim Ecol. 89:1329–1339.

Gosselin J, Zedrosser A, Swenson JE, Pelletier F. 2015. The relative impor-
tance of  direct and indirect effects of  hunting mortality on the popula-
tion dynamics of  brown bears. Proc Biol Sci. 282:20141840.

Grabowska-Zhang AM, Wilkin TA, Sheldon BC. 2011. Effects of  neighbor 
familiarity on reproductive success in the great tit (Parus major). Behav 
Ecol. 23:322–333.

Grueber  CE, Nakagawa  S, Laws  RJ, Jamieson  IG. 2011. Multimodel in-
ference in ecology and evolution: challenges and solutions. J Evol Biol. 
24:699–711.

Hansen  JE, Hertel AH, Frank SC, Kindberg  J, Zedrosser A. 2021. Social 
environment shapes female settlement decisions in a solitary carnivore. 
Behav Ecol. doi: 10.5061/dryad.8pk0p2np5.

Hare  JF, Campbell  KL, Senkiw  RW. 2014. Catch the wave: prairie dogs 
assess neighbours’ awareness using contagious displays. Proc Biol Sci. 
281:20132153.

Hurvich CM, Tsai CL. 1995. Model selection for extended quasi-likelihood 
models in small samples. Biometrics. 51:1077–1084.

Johnson  DH. 1980. The comparison of  usage and availability measure-
ments for evaluating resource preference. Ecology. 61:65–71.

Jojola SM, Rosell F, Warrington I, Swenson JE, Zedrosser A. 2012. Subadult 
brown bears (Ursus arctos) discriminate between unfamiliar adult male and 
female anal gland secretion. Mamm Biol. 77:363–368.

Josefsson  T, Gunnarson  B, Liedgren  L, Bergman  I, Östlund  L. 2010. 
Historical human influence on forest composition and structure in boreal 
Fennoscandia. Can J For Res. 40:872–884.

Lawson  Handley  LJ, Perrin  N. 2007. Advances in our understanding of  
mammalian sex-biased dispersal. Mol Ecol. 16:1559–1578.

Lutermann H, Schmelting B, Radespiel U, Ehresmann P, Zimmermann E. 
2006. The role of  survival for the evolution of  female philopatry in a 
solitary forager, the grey mouse lemur (Microcebus murinus). Proc Biol Sci. 
273:2527–2533.

Lynch M, Ritland K. 1999. Estimation of  pairwise relatedness with molec-
ular markers. Genetics. 152:1753–1766.

Mace  RD, Waller  JS. 1997. Spatial and temporal interaction of  male 
and female grizzly bears in Northwestern Montana. J Wildl Manage. 
61:39–52.

Manly  BF, McDonald  L, Thomas  D, McDonald  TL, Erickson  WP. 2002. 
Resource selection by animals: statistical design and analysis for field 
studies. 2nd ed. Dordrecht: Kluwer.

Mateo  JM. 2002. Kin-recognition abilities and nepotism as a function of  
sociality. Proc Biol Sci. 269:721–727.

Mateo  JM. 2004. Recognition systems and biological organization: 
the perception component of  social recognition. Ann Zool Fenn. 
41:729–745.

Matthiopoulos  J, Fieberg J, Aarts G, Beyer HL, Morales  JM, Haydon DT. 
2015. Establishing the link between habitat selection and animal popula-
tion dynamics. Ecol Monogr. 85:413–436.

Matthysen  E. 2005. Density-dependent dispersal in birds and mammals. 
Ecography. 28:403–416.

McLellan  BN. 1994. Density-dependent population regulation of  brown 
bears. International conference on bear research and management, mon-
ograph series no. 3:15–24.

McLellan  BN, Hovey  FW. 2001. Natal dispersal of  grizzly bears. Can J 
Zool. 79:838–844.

Miller  SD. 1985. An observation of  inter- and intra-specific aggression 
involving brown bear, black bear, and moose in Southcentral Alaska. J 
Mammal. 66:805–806.

Morehouse AT, Loosen AE, Graves TA, Boyce MS. 2021. The smell of  suc-
cess: reproductive success related to rub behavior in brown bears. PLoS 
One. 16:e0247964.

Moses  RA, Millar  JS. 1994. Philopatry and mother-daughter associations 
in bushy-tailed woodrats: space use and reproductive success. Behav Ecol 
Sociobiol. 35:131–140.

Nakagawa  S, Schielzeth  H. 2013. A general and simple method for 
obtaining R2 from generalized linear mixed-effects models. Methods 
Ecol Evol. 4:133–142.

Nocera  JJ, Forbes  GJ, Giraldeau  LA. 2006. Inadvertent social informa-
tion in breeding site selection of  natal dispersing birds. Proc Biol Sci. 
273:349–355.

O’Mara MT, Dechmann DKN, Page RA. 2014. Frugivorous bats evaluate 
the quality of  social information when choosing novel foods. Behav Ecol. 
25:1233–1239.

Ordiz A, Støen O-G, Sæbø S, Kindberg J, Delibes M, Swenson JE. 2012. 
Do bears know they are being hunted? Biol Conserv. 152:21–28.

Ordiz  A, Støen  OG, Swenson  JE, Kojola  I, Bischof  R. 2008. Distance-
dependent effect of  the nearest neighbor: spatiotemporal patterns in 
brown bear reproduction. Ecology. 89:3327–3335.

Pebesma E, Bivand RS. 2005. S classes and methods for spatial data: the sp 
package. R News. 5:9–13.

Powell RA. 1987. Black bear home range overlap in North Carolina and the 
concept of  home range applied to black bears. Int C Bear. 7:235–242.

Pulliam  HR, Danielson  BJ. 1991. Sources, sinks, and habitat selection: a 
landscape perspective on population dynamics. Am Nat. 137:S50–S66.

R Core Team. 2019. R: a language and environment for statistical com-
puting. Vienna, Austria: R Foundation for Statistical Computing.

Revilla  E, Ramos  Fernández  D, Fernández-Gil  A, Sergiel  A, Selva  N, 
Naves J. 2021. Brown bear communication hubs: patterns and correlates 
of  tree rubbing and pedal marking at a long-term marking site. PeerJ. 
9:e10447.

Robinson  BG, Larsen  KW, Kerr  HJ. 2011. Natal experience and conspe-
cifics influence the settling behaviour of  the juvenile terrestrial isopod 
Armadillidium vulgare. Can J Zool. 89:661–667.

Robinson KJ, Twiss SD, Hazon N, Moss S, Lonergan M, Pomeroy PP. 2015. 
Conspecific recognition and aggression reduction to familiars in newly 
weaned, socially plastic mammals. Behav Ecol Sociobiol. 69:1383–1394.

Rosell F, Bjørkøyli T. 2002. A test of  the dear enemy phenomenon in the 
Eurasian beaver. Anim Behav. 63:1073–1078.

Sakamoto  SH, Eto  T, Okubo  Y, Shinohara  A, Morita  T, Koshimoto  C. 
2015. The effects of  maternal presence on natal dispersal are seasonally 
flexible in an asocial rodent. Behav Ecol Sociobiol. 69:1075–1084.

Sergiel A, Naves J, Kujawski P, Maślak R, Serwa E, Ramos D, Fernández-
Gil  A, Revilla  E, Zwijacz-Kozica  T, Zięba  F, et  al. 2017. Histological, 
chemical and behavioural evidence of  pedal communication in brown 
bears. Sci Rep. 7:1052.

Shier DM, Swaisgood RR. 2012. Fitness costs of  neighborhood disruption 
in translocations of  a solitary mammal. Conserv Biol. 26:116–123.

Siracusa ER, Boutin S, Dantzer B, Lane JE, Coltman DW, McAdam AG. 
2021. Familiar neighbors, but not relatives, enhance fitness in a territorial 
mammal. Curr Biol. 31:438–445.e3.

Stamps JA. 2001. Habitat selection by dispersers: integrating proximate and 
ultimate approaches. In: Clobert J, Danchin E, Dhondt AA, Nichols JD, 
editors. Dispersal. New York: Oxford University Press. p. 230–242.

Stamps JA, Davis JM. 2006. Adaptive effects of  natal experience on habitat 
selection by dispersers. Anim Behav. 72:1279–1289.

Steyaert  SM, Endrestøl  A, Hacklaender  K, Swenson  JE, Zedrosser  A. 
2012. The mating system of  the brown bear Ursus arctos. Mamm Rev. 
42:12–34.

Stockley P, Bro-Jørgensen J. 2011. Female competition and its evolutionary 
consequences in mammals. Biol Rev Camb Philos Soc. 86:341–366.

Støen  O-G, Bellemain  E, Sæbø  S, Swenson  JE. 2005. Kin-related spa-
tial structure in brown bears Ursus arctos. Behav Ecol Sociobiol. 
59:191–197.

Støen  OG, Zedrosser  A, Saebø  S, Swenson  JE. 2006a. Inversely density-
dependent natal dispersal in brown bears Ursus arctos. Oecologia. 
148:356–364.

Støen  O-G, Zedrosser  A, Wegge  P, Swenson  JE. 2006b. Socially induced 
delayed primiparity in brown bears Ursus arctos. Behav Ecol Sociobiol. 
61:1–8.

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article/33/1/137/6398953 by Sveriges Lantbruksuniversitet user on 28 M

arch 2022

https://doi.org/10.1111/eva.13178
https://doi.org/10.5061/dryad.8pk0p2np5


Behavioral Ecology146

Swenson  JE, Dahle  B, Sandegren  F. 2001. Intraspecific predation 
in Scandinavian brown bears older than cubs-of-the-year. Ursus. 
12:81–91.

Swenson  JE, Haroldson  MA. 2008. Observations of  mixed-aged litters in 
brown bears. Ursus. 19:73–79.

Swenson  JE, Sandegren  F, Bjärvall  A, Söderberg  A, Wabakken  P, 
Franzén  R. 1994. Size, trend, distribution and conservation of  
the brown bear Ursus arctos population in Sweden. Biol Conserv. 
70:9–17.

Tang-Martinez Z. 2001. The mechanisms of  kin discrimination and the ev-
olution of  kin recognition in vertebrates: a critical re-evaluation. Behav 
Processes. 53:21–40.

Temeles EJ. 1994. The role of  neighbours in territorial systems: when are 
they “dear enemies”? Anim Behav. 47:339–350.

Trivers RL. 1974. Parent-offspring conflict. Am Zool. 14:249–264.
Valone TJ. 2007. From eavesdropping on performance to copying the beha-

vior of  others: a review of  public information use. Behav Ecol Sociobiol. 
62:1–14.

Van  de  Walle  J, Pigeon  G, Zedrosser  A, Swenson  JE, Pelletier  F. 2018. 
Hunting regulation favors slow life histories in a large carnivore. Nat 
Commun. 9:1–10.

Vázquez  J, Fargallo  JA, Jiménez  N, Aguilar-Montiel  F, Rodríguez-
Martínez  L. 2020. Dear enemy effect in the Mexican volcano mouse 

Neotomodon alstoni: implications of  sex in the agonistic behaviour among 
neighbours. Behav Processes. 181:104251.

Vercken E, Sinervo B, Clobert J. 2012. The importance of  a good neighbor-
hood: dispersal decisions in juvenile common lizards are based on social 
environment. Behav Ecol. 23:1059–1067.

Waser PM, Jones WT. 1983. Natal philopatry among solitary mammals. Q 
Rev Biol. 58:355–390.

Wey TW, Spiegel O, Montiglio P-O, Mabry KE. 2015. Natal dispersal in a 
social landscape: considering individual behavioral phenotypes and social 
environment in dispersal ecology. Curr Zool. 61:543–556.

Wiggett D, Boag DA. 1992. The resident fitness hypothesis and dispersal by 
yearling female Columbian ground squirrels. Can J Zool. 70:1984–1994.

Ylönen  H, Mappes  T, Viitala  J. 1990. Different demography of  friends 
and strangers: an experiment on the impact of  kinship and familiarity in 
Clethrionomys glareolus. Oecologia. 83:333–337.

Zedrosser  A, Dahle  B, Støen  OG, Swenson  JE. 2009. The effects of  
primiparity on reproductive performance in the brown bear. Oecologia. 
160:847–854.

Zedrosser A, Dahle B, Swenson JE. 2006. Population density and food con-
ditions determine adult female body size in brown bears. J Mammal. 
87:510–518.

Zedrosser A, Støen OG, Sæbø S, Swenson JE. 2007. Should I stay or should 
I go? Natal dispersal in the brown bear. Anim Behav. 74:369–376.

D
ow

nloaded from
 https://academ

ic.oup.com
/beheco/article/33/1/137/6398953 by Sveriges Lantbruksuniversitet user on 28 M

arch 2022


