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abstract: Social information is used widely in breeding habitat se-
lection and provides an efficient means for individuals to select hab-
itat, but the population-level consequences of this process are not well
explored. At low population densities, efficiencies may be reduced be-
cause there are insufficient information providers to cue high-quality
habitat. This constitutes what we call an information-mediated Allee
effect. We present the first general model for an information-mediated
Allee effect applied to breeding habitat selection and unify personal
and social information, Allee effects, and ecological traps into a com-
mon framework. In a second model, we consider an explicit mech-
anism of social information gathering through prospecting on con-
specific breeding performance. In each model, we independently vary
personal and social information use to demonstrate how dependency
on social information may result in either weak or strong Allee ef-
fects that, in turn, affect population extinction risk. Abrupt transitions
between outcomes can occur through reduced information transfer or
small changes in habitat composition. Overall, information-mediated
Allee effects may produce positive feedbacks that amplify population
declines in species that are already experiencing environmentally driven
stressors, such as habitat loss and degradation. Alternatively, social in-
formation has the capacity to rescue populations from ecological traps.

Keywords: Allee effect, Allee threshold, ecological trap, habitat selec-
tion, social information.

Introduction

By sampling their environments (e.g., patches, mates, hab-
itats) and subsequent links to performance (prey harvest
rates, offspring production), organisms often both use and
produce information about their environment, which in
many cases is publicly available (Danchin et al. 2004). So-
cial information use is likely a pervasive and important
process in ecology and evolution that affects species’ pop-
ulation growth and persistence (e.g., Doligez et al. 2003;
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Schmidt et al. 2015b). However, the degree to which feed-
backs occur between population growth and social informa-
tion are not well explored. For instance, at low population
density, one would expect lower potential for information
collection at the individual level because there are fewer in-
formation providers. Consequently, per capita population
growth should be reduced at low density through the effects
of reduced information availability. This may, in turn, pro-
duce an information-driven Allee effect. In this article, we
present a general model for such an information-mediated
Allee effect.
Allee effects may be caused by numerous, nonmutually

exclusive mechanisms affecting one or more fitness com-
ponents (e.g., reproduction and survival), or what Stephens
et al. (1999) refer to as a component Allee effect. In turn,
these may produce a demographic Allee effect, character-
ized by the presence of positive density-dependent per cap-
ita population growth (Stephens et al. 1999; Allee 1941).
Demographic Allee effects are important in conservation be-
cause they may increase the extinction vulnerability of small
populations (Courchamp et al. 2009). Demographic Allee
effects may be categorized as strong or weak. In a weak Al-
lee effect, per capita population growth is reduced at low
density but remains positive. In a strong Allee effect, per
capita population growth is negative at low density, which
can threaten population extinction. Thus, strong Allee ef-
fects produce two population equilibrium points (excluding
population size Np 0). The larger equilibrium, N*

S pK
(or carrying capacity), is stable. The smaller, unstable equi-
librium occurs in the region of positive density dependence
(0 ! N*

U ! K). This point is called an Allee threshold (Boukal
and Berec 2002), because below N*

U, the population will de-
cline toward extinction in the absence of external influence.
Explicit recognition that social information may con-

tribute to Allee effects has received limited attention, al-
though several common mechanisms often implicitly in-
voke social information, such as finding mates, food, and
safety in numbers (Courchamp et al. 2009). The many-eyes
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hypothesis is partially the cogent realization that more eyes
scanning for predators reduce the uncertainty in an indi-
vidual’s estimate of the instantaneous risk of predation.
Dilution effects also contribute to safety in numbers, hence
information- and noninformation-based mechanisms may
operate in tandem.

Social information can influence numerous behavioral
and life-history strategies of organisms (Dall 2005; Danchin
et al. 2004). We focus on information use as it applies to
breeding habitat selection in spatially heterogeneous land-
scapes where variation in the quality of breeding sites is
manifested as differences in breeding success (e.g., variation
in the risk of nest mortality; Schmidt et al. 2006; Schmitt and
Holbrook 2007). By sampling prospective territories, organ-
isms can collect direct or indirect information about cur-
rent or future quality based on current territory occupation
or past reproductive performance of conspecifics (Boulinier
and Danchin 1997; Doligez et al. 2002; Forsman et al. 2012).
The latter can lead to simple habitat copying or settlement at
sites where conspecifics were successful (i.e., performance-
based cues; Reed et al. 1999).
A Phenomenological Model
of an Information-Mediated Allee Effect

We start with a phenomenological model that incorpo-
rates density-dependent information use into the process
of breeding habitat selection. We use this model to explore
the population-level phenomenon of habitat selection that
is influenced by both personal information and social in-
formation. The model is heuristic and analytically tracta-
ble, making it broadly applicable across taxa and tactics
of information use. Information requires spatial heteroge-
neity in site quality and a positive temporal correlation be-
tween mean reproductive outcomes in any given site (Bou-
linier and Danchin 1997). For simplicity, we assume that
habitat consists of good and bad sites and that site quality
is fixed in time (we relax this assumption in a subsequent
model; see “Adding Mechanisms of Information Use”). We
calculate expected per capita population growth rates (see
below) based on the expected number of future adults pro-
duced within good and bad sites (i.e., the population is geo-
graphically closed). The probability that an individual settles
at a site of specific quality is determined by the relative avail-
ability of sites at the time of settlement, which changes un-
der nonrandom habitat selection with the number of in-
dividuals that have settled previously. Nonrandom habitat
selection, in turn, is determined by information available
to individuals. For this process of settlement, we make the
following simplifying assumptions: (1) individuals sequen-
tially settle within a single vacant breeding site, (2) individ-
ual settlement is biased with respect to both personal (w0;
i.e., nonsocially acquired) and social (a) information regard-
This content downloaded from 128.1
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ing site quality, (3) social information saturates with the
number of conspecifics, and (4) the two types of informa-
tion are additive in their effect on settlement. These assump-
tions yield the following relationship for total information
(w): wpw0 1 aN=(11 aN), where w0 is a measure of in-
formation available independent of the density of conspecif-
ics and a determines the rate of increase in social informa-
tion with density. Note that our use of the terms “personal”
and “social” does not refer to the source of information but
specifically to whether the information depends on the
number of conspecifics (i.e., social information) or not (per-
sonal information). When placed in the context of density-
dependent population growth, there is an important func-
tional difference between these terms. Our use of these terms,
therefore, differs from that of previous authors (e.g., Wagner
and Danchin 2010).
Personal information may include experience, such as

prior reproductive success, natal habitat imprinting (Davis
and Stamps 2004), active sampling for predators (e.g., Mor-
ton 2005; Schmitt and Holbrook 2007) or parasites (Fors-
man and Martin 2009), and innate preferences for habitat
features (Arlt and Pärt 2007). Likewise, several mechanisms
may be used to acquire social information. One mechanism
with broad empirical support is social information acquired
through eavesdropping on the reproductive performance of
conspecifics—for example, the number and/or quality of
fledged young or litter size (Danchin et al. 1998; Doligez
et al. 2002; Betts et al. 2008).
Based on the above assumptions, we conceptualize a pop-

ulation of individuals that settle sites sequentially based
on the availability of options and information available.
The Wallenius hypergeometric distribution (henceforth,
WHGD; Fog 2008; Schmidt et al. 2015b) provides an an-
alytically tractable approach to determine per capita pop-
ulation growth rates based on informed habitat selection.
The WHGD is similar to the more familiar hypergeometric
distribution, however, the former takes into account unique
biases assigned to the different objects that are sampled.
Breeding sites may be good (G) or bad (B), and the number
of sites of each quality is denoted, respectively, TG and TB

(Tp total number of sites). Heuristically, sites are picked
like colored balls sampled from an urn. However, infor-
mation biases the sampling and, hence, choice. Specifically,
good and bad sites have weights associated with their prob-
ability of being chosen and thus occupied, and together these
weights determine the odds ratio: w. We assume the odds
ratio is a function of personal and social information, which
saturates with population density according to equation (1).
For a population size N, the WHGD distribution gives the
probability distribution for the number of good sites selected,
with bias w, after N trials. The WHGD distribution is dif-
ficult to compute, in general, but the expected number of
good draws can be implicitly determined following the ap-
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proximation derived by Fog (2008). To adopt Fog’s approx-
imation in the context of our model assumptions: If the
population density is N, and provided N !T , then the pop-
ulation picks N number of sites. We thus obtain the ex-
pected number of good sites occupied, EG, as the solution to

EG=TG 1 (12 EB=TB)
q p 1, (1)

where EB is simply N2 EG. We thus can derive the ex-
pected future population size (Nt11) as

Nt11 p SANt 1 SJ(RGEG 1RBEB), (2)

where SA and SJ are adult and juvenile survivorship, respec-
tively, and RG and RB are expected reproductive success
in good and bad sites, respectively. In all cases, we evalu-
ated the model using Matlab to find numerical solutions to
equation (1) that were applied to equation (2) and evalu-
ated across a population density gradient of Np 1–100.

We define K, or carrying capacity, as the stable equi-
librium population density such that the per capita pop-
ulation growth rate (l) equals 0, where l is calculated
as lp (Nt11 2Nt )=Nt. Consider first the case without so-
cial information (ap 0). Assuming individuals are informed
(w0 1 1), good sites are filled faster than poor sites as the
population increases (i.e., l 1 0), in turn producing nega-
tive density dependence (McPeek et al. 2001). Therefore,
to ensure some K !T exists, we choose parameter values
for RG, RB, SA, and SJ such that the population cannot sat-
This content downloaded from 128.1
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urate the habitat; that is, l ! 0 as N→T (fig. 1, gray
curve). If individuals are uninformed (w0 p 1), they fill
sites randomly and the population has density-independent
dynamics. Since, in the first scenario, l ! 0 as N→T , uni-
formed individuals in the second scenario, which differ
only by the absence of information, cannot persist; that
is, l ! 0 for all N ∈ 0,K½ � (fig. 1, red curve). Last, consider
the addition of social information that saturates with pop-
ulation density. Social information will produce a hump-
shaped relationship (positive density dependence at low N)
between per capita population growth (l) and population
density (fig. 1). Either weak or strong Allee effects may be
present. (Note that assuming l ! 0 for an uniformed pop-
ulation restricts the model’s outcomes to strong Allee ef-
fects when a1 0. Relaxing this assumption can produce
weak Allee effects but requires adding an additional mech-
anism of density dependence. We illustrate this in app. A;
apps. A and B available online.)
There are nine unique qualitative combinations of w0

and a (fig. 2). However, we consider only the following
subset:
Combination 1. w0 p 1 and ap 0 (fig. 2, center). This

produces random habitat selection and density-independent
population growth.
Combination 2. w0 1 1 and ap 0 (fig. 2, bottom center).

There is a preexisting bias toward choosing good sites but
no social information.
Combination 3. w0 1 1 and a1 0 (fig. 2, bottom right).

There is a preexisting bias toward choosing good sites, and
1 34 67 100
-0.05

-0.03

-0.01

0.01

0.03

0.05

w0 = 2.00, a = 0.02
w0 = 2.00, a = 0.00
w0 = 1.25, a = 0.03 
w0 = 1.25, a = 0.02
w0 = 1.25, a = 0.01
w0 = 1.00, a = 0.00 (random)
w0 = 0.85, a = 0.03 (ecological trap)

Population size

λ

Figure 1: Allee effects produced by varying the strength of personal (w0) and social (a) information. Random habitat selection is shown in
red and negative-density dependent growth in gray. All other simulations show an Allee effect. A weak Allee effect is present when w0 is large
(black). Strong Allee effects (e.g., violet, green) are present when w0 is reduced, but social information is strong. When both w0 and a are
weak, a population may not be sustainable at any density (l ! 0) and will go extinct (blue). An ecological trap is present when w0 ! 1 (orange),
which increases extinction risk. Parameter values are as follows: TG p 50, TB p 50, RG p 1.5, RB p 0.25, SA p 0.70, SJ p 0.3, Tp 100. See text
for definition of terms. Data underlying figure 1 were produced using Matlab scripts and are deposited in the Dryad Digital Repository: http://
dx.doi.org/10.5061/dryad.k4c21.2 (Schmidt et al. 2015a).
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conspecifics (social information) reinforce personal biases
in a density-dependent manner.

Combination 4. w0 ! 1 and a1 0. Here w0 ! 1 implies
there is a preexisting bias toward choosing bad sites in the
absence of social information. This is an ecological trap
following Robertson et al.’s (2013) broad definition. How-
ever, since a1 0, social information can ameliorate and
potentially reverse the bias toward bad sites in a density-
dependent manner (e.g., Kokko and Sutherland 2001).
Results of the Phenomenological Model

Personal and social information have unique influences on
the per capita population growth rate. Personal informa-
tion determines the per capita population growth rate in
the absence of conspecifics (i.e., the growth rate intercept
in fig. 1), whereas social information influences the rate of
change in l with population size (fig. 1). The presence of
social information produces a hump-shaped relationship
between l and the number (or density) of conspecifics
(fig. 1), which reflects the existence of a weak or strong
Allee effect. All else equal, increasing w0 promotes a weak
Allee effect, provided social information is present (e.g.,
green to black in fig. 1). In turn, decreasing w0 promotes
a strong Allee effect or population extinction. Increasing
social information shifts the Allee threshold, when pres-
This content downloaded from 128.1
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ent, to the left, resulting in a smaller minimum viable pop-
ulation size (fig. 1, green to violet). Concomitantly, the sta-
ble equilibrium shifts to the right, resulting in a greater
equilibrium population size. Decreasing social information
reverses these effects and flattens the per capita population
growth rate curve, potentially eliminating all nonzero equi-
librium points and resulting in extinction (fig. 1, blue). Eco-
logical traps (w0 ! 1) decrease l at low population density.
If the trap is severe, the population will decline regardless
of population size and commensurate social information.
For example, compare the scenario with a bias for good
sites (w0 p 1.25; fig. 1, violet curve) to a severe ecological
trap (w0 p 0.85; orange) under equivalent per capita levels
of social information. In this scenario, if the trap were
weaker (w0 ∼ 0.95), there would be a strong Allee effect
that included a stable equilibrium. We call this social ame-
lioration of an ecological trap (fig. 2).
The qualitatively unique outcomes in figure 1 can be

generalized based on a population’s location in the infor-
mation state space (w0–a plane; fig. 3). Weak Allee effects
are produced under sufficiently high personal information,
w0. Below this, the population will be unviable or may ex-
hibit a strong Allee effect if social information is high. Tran-
sitions between qualitatively unique outcomes can be abrupt
if changes to w0 or a occur. Likewise, a population near the
boundary between regions may be extinction prone under
a = 0 a > 0a < 0

w0 = 1

w0 < 1

w0 > 1

No prior or
social information
(random habitat 

selection)

Prior
Information

only 

Ecological trap 

Ecological trap
and social 

amelioration

Ecological trap 
and social 

reinforcement

Prior
information

and conflicting 
social information

Prior
information
and social 

reinforcement

Prior
information

only

No prior
information

-DD social
Information 

No prior
information

+DD social
Information 

Figure 2: Nine unique combinations of personal information bias (w0) and density dependence in social information (a) based on our mod-
eling approach. Our framework integrates the concept of ecological traps (w0 ! 1; top row) with information use and illustrates how traps may
be reinforced (top left) or ameliorated (top right) through social information. We also recognize a new type of ecological trap (social informa-
tion trap) that emerges from the consideration of social information (a! 0; left column). It may reinforce the traditional ecological trap (top
left), act independently (left center), or conflict with personal information (bottom left; see fig. 1 for an example).
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temporal fluctuations in density. We note that these quali-
tative outcomes depend not only on a population’s capacity
for information (i.e., w0–a plane; fig. 3) but also the value of
information (Koops 2004), which is predicated, in part, on
habitat composition. In other words, changing the relative
proportion (i.e., variance) of options, even if mean quality
remains unchanged, influences per capita population growth
rates when individuals are informed (cf. figs. 3A and 3B).
See Donaldson-Matasci et al. (2010) and appendix B for
further elaboration.
This content downloaded from 128.1
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Adding Mechanisms of Information Use

Although our model is general, the absence of mechanism
limits its application. For instance, we would like to un-
derstand whether explicit mechanisms of information use
could produce a level of selection bias necessary to produce
the noted outcomes. Second, information based on prior
experience will decline over time. In this section, we build
on Schmidt et al.’s (2015b) use of the WHGD approach
for examining informed habitat selection in the context of
breeding passerines. Individuals may use multiple sources
of information (Doligez et al. 2003), however, for simplic-
ity, we consider a scenario of assessing habitat quality us-
ing offspring activity (e.g., fledgling vocalizations; Betts et al.
2008) as a performance-based cue.
Consider again a habitat with TG good and TB bad breed-

ing sites. We assume individuals prospect for cues of off-
spring activity, which bias habitat selection in the follow-
ing breeding season. We denote fledgling vocalization rates
as FG and FB for good and bad sites, respectively. Good sites
have higher success/productivity than bad sites, therefore,
FG 1FB. For the moment, we assume site quality is con-
stant through time. We let Pr(G) and Pr(B) be the probabili-
ties of detecting fledgling activity in a given site. Assuming
the probability of no detection over a prospecting time,
Xobs, is Poisson distributed, the expected probability of de-
tecting fledglings in good and bad habitat is, respectively,

Pr(G) p fG(12 (exp(2FGXobs))),

Pr(B) p fB(12 (exp(2FBXobs))),

(3a)

(3b)

which yields the social odds ratio (Sodds):

Sodds p
Pr(G)((12Pr(B))
(12Pr(G))(Pr(B))

, (4)

where fG and fB are fledging rates in good and bad sites, re-
spectively. Assuming Xobs is independent of habitat type, the
odds ratio is determined by fledgling rates, detection rates,
or both. Competition over sites could negatively affect Xobs

through frequency-dependent selection, and this model is
amenable to a game theoretical approach (Schmidt et al.
2015b). However, at the end of the breeding, there is little
competition for breeding sites. Thus, Xobs could be large,
and the likelihood of not detecting fledglings, if present,
may be small. In this case, detection of fledglings is driven
mainly by the ratio fG/fB, the number of individuals produc-
ing information, and the number of sites sampled by pros-
pectors. Assuming each individual randomly samples m
unique sites from a total of T sites available, the proportion
of T sites that have been sampled at least once is given by
12 (12m=T)N , which reaches an asymptote of one as N
P
rio

r i
nf

or
m

at
io

n 
(w

0 
)

Social information (a)

 

Strong Allee
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Figure 3: Variation in qualitative outcomes as a function of the pa-
rameter values for personal information (varied at 0.05 increments)
and social information (varied at 0.003 increments) for two different
habitat compositions: TG p 50, TB p 50, RB p 0.25 (A); TG p 40,
TB p 60, RB p 0.46 (B). Fixed parameter values are as follows: SA p
0.70, SJ p 0.3, RG p 1.5. See text for definition of terms.
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increases. For a large population size, all sites will have been
sampled at least once, so social information is maximized
for a given m and T. As N converges to zero, there is no
social information collected through prospecting, and in-
dividuals must use personal information only. This pro-
duces a formulation for social information (S):

Sp Sodds

�
12

�
12m
T

�N �
. (5)

We assume that individuals randomly prospect sites inde-
pendently of each other and that sampled sites are repre-
sentative of the habitat composition at large (i.e., we take
a mean value approximation as opposed to tracking indi-
viduals or sites). Likewise, we do not track settlement to in-
dividual sites that a prospector visited. Instead, we assume
prospecting time, Xobs, is spread over many sites that form
a representative sample of the environment from which an
individual chooses a site to occupy based on the WHGD.

Finally, we can examine the effects of temporal variabil-
ity in site quality following the approach of McNamara
and Dall (2011). A site that is good in one year is bad in
the next year with probability QGB (QBG denotes the reverse)
and remains bad (or good) for 1/QGB (or 1/QBG) years, on
average. We assume all sites change independently of each
other, and therefore, the proportion of sites of quality i are
Pi pQi=(QGB 1QBG). We assume QGB pQBG pQ, such
that PG p PB p 0.50, the point at which information cues
have their maximum value (Donaldson-Matasci et al. 2010;
This content downloaded from 128.1
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app. B). The final formulation of the odds ratio combines
prior odds and social odds additively, minus one to prevent
double counting (i.e., since wp 1 represents no bias):

wpw0 1 S(12Q)2 1. (6)

Results of the Prospecting Model

A full analysis of the mechanistic model is not our goal.
Rather we limit our analyses to (1) whether the social pros-
pecting mechanism produces the phenomena we observed
in the general model, (2) how individual sampling effort in
time (Xobs) and space (m) influence the odds ratio and l,
and (3) how temporal variability influences the odds ratio
and l.
The qualitative relationship between the l and N of the

prospecting model retains key features of the phenomeno-
logical model (fig. 4). Reducing the social odds through
cue detection (eq. [3]; fig. 4A) lowers l (fig. 4B). However,
social information is also present through differences in
fledging rates ( fG, fB), which produces the unimodal growth
curve. Information increases with greater heterogeneity in
habitat-specific detection of conspecific success and can rise
rapidly with the number of conspecifics and saturate at low
population size (fig. 4A). A social trap (fig. 2, lower, left-
hand box) may be present if, for example, hungrier fledg-
lings in bad habitats beg more frequently or habitat struc-
ture facilitates cue detection in bad habitat (fig. 4B, purple
curve: FB 1FG).
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Figure 4: Information-mediated Allee effects under the social prospecting model with variation in social cues in the bad habitat, FB, as the
good habitat, FG, is held constant (FG p 0.004). Increasing the variation in social cues, that is, FG 2FB, increases the odds ratio (A) and per
capita population growth rate (B). An ecological trap may exist when FB 1FG; that is, fledglings are more likely to be detected in bad habitat
(e.g., undernourished birds beg more frequently; purple). Parameter values are as follows: w0 p 1, TG p 50, TB p 50, RG p 2.5, RB p 2, SA p
0.70, SJ p 0.3, Xobs p 100, FG p 0.004, mp 10, fG p 0.5, fB p 0.25, Qp 0. See text for definition of terms.
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Sampling effort for social information also varies with
the number of sites each individual prospects,m.When in-
dividuals sample few sites (mp 5), the population is lim-
ited by both the number of information providers and poor
sampling (fig. 5, red growth curves); therefore, per capita
population growth is unaffected by an initial small increase
in N. Increasing sampling effort accelerates the increase l

with population density. In turn, the maximum achievable
per capita population growth rate increases, which buffers
the population against temporal variation (fig. 5, cf. top
and bottom rows) and shifts the Allee threshold to the left
(smaller minimum viable population size) but has little ef-
fect on K. Temporal variability (fig. 5, bottom row), in gen-
eral, produces a decline in social information and per cap-
ita population growth.
Discussion

When spatial heterogeneity in habitat quality exists, per
capita population growth is influenced by biases in habitat
selection. Indeed, a sufficient amount of bias may be nec-
essary for population persistence. That is not to say that
This content downloaded from 128.1
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uniformed or poorly informed populations are vulnerable
to extinction, since biases will evolve through selective pres-
sures (McNamara et al. 2006; McNamara and Dall 2011).
However, there is a growing consensus that information is
an important driver of population dynamics (Schmidt 2004;
Armsworth and Roughgarden 2005; Lister 2014). When in-
formation is partially socially derived (Boulinier and Danchin
1997; Danchin et al. 1998; Jaakkonen et al. 2013), weak or
strong Allee effects will be present. Under these circum-
stances, small population size will reduce the quantity and/
or quality of information available to individuals. Hence,
even though personal information may be available (w0 1 1),
per capita population growth may be negative below a min-
imum viable density, that is, the Allee threshold. If the pop-
ulation size drops below the Allee threshold, it is vulnerable
to extinction in the absence of ameliorating influences, such
as improved environmental conditions. Moreover, a lower
Allee threshold, as occurs with higher Sodds (or a), can buffer
populations against other environmental influences that may
occasionally result in small population sizes.
We examined these possible scenarios using both a phe-

nomenological and mechanistic model, focusing on strong
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Figure 5: Qualitative and quantitative difference per capita population growth and Allee effects due to differences in sampling effort (num-
ber of sites sampled, m) and temporal variation (Q). Increasing either m or Q shifts the Allee threshold (when present) to the left and
decreases the per capita population growth rate. Fixed parameter values are as follows: TG p 50, TB p 50, RG p 2, RB p 2, SA p 0.70, SJ p 0.3,
Xobs p 50, FB p 0.004, FG p 0.0025, fG p 0.5, fB p 0.25. See text for definition of terms.
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Allee effects for their greater conservation implications. Phe-
nomenologically, we unify personal and social information,
Allee effects, and ecological traps into a common frame-
work in terms of the direction of personal bias and the me-
diating influence of social information (fig. 2). Second, we
note that small changes to personal information and the
per capita increase in social information (a) can lead to
abrupt transitions between qualitatively different outcomes,
including extinction (figs. 1, 3). Third, we observed that
per capita population growth of informed habitat selectors
is both quantitatively and qualitatively influenced by the
level of environmental uncertainty and the fitness value
of information (fig. 3; app. B). This suggests a richer con-
nection to information theory (e.g., see Donaldson-Matasci
et al. 2010) and unforeseen opportunities to manage infor-
mation for conservation value (see app. B).

Our mechanistic model, derived from prospecting on con-
specific success, demonstrates that the qualitative results
from the phenomenological model are robust to a more re-
alistic derivation of social information and moderate levels
of temporal variability. We also show that information in-
creases with greater heterogeneity in detection rates from
prospecting (fig. 4) and can rise rapidly with the number
of conspecifics, shifting the Allee threshold further to the
left than the general model. The resulting strong positive
density dependence at low N facilitates a rapid return time
to K.

Finer variation in the relationship between per capita
population growth and population density, including the
presence or location of an Allee threshold and the strength
of density dependence, will be largely predicated on the
details of personal and social information acquisition, the
structure of spatiotemporal variation, and coexistence of
multiple tactics of information use. For instance, personal
information could be based on an individual’s own past
performance (Switzer 1997) or natal experience (Davis and
Stamps 2004), or currently assessed via prospecting on re-
productive risk (Emmering and Schmidt 2011). If variation
in site quality is strongly spatially autocorrelated (e.g., colo-
nial breeders), social information use based on assessing
patch reproductive success, as opposed to individual repro-
ductive success, may emerge (Boulinier and Danchin 1997).
Even focusing on a single informed tactic is likely to be too
simplistic, as shown in Doligez et al.’s (2003) game theoret-
ical analysis of multiple competing tactics. So while the ca-
pacity for Allee effects exists when social information is
available to habitat selectors, there is a risk of overgeneral-
izing from any given model.

Although our emphasis has been on information that
produces biases in breeding habitat selection, it is impor-
tant to investigate additional ecological contexts. Prominent
among these may be information used in assessing spatial
and temporal variability in resources (Jackson et al. 2008)
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or predation risk. The latter includes alarm networks, which
may produce group mobbing (Krams et al. 2006) or antic-
ipatory antipredatory behavior (Lima 2009). In addition,
multiple Allee effects are known to operate within individ-
ual systems and are beginning to receive greater attention
(Berec et al. 2006). Cues used by individuals to select breed-
ing sites within a spatially heterogeneous environment may
interact with other density-dependent processes that may
modify coexisting component or demographic Allee effects
produced through other mechanisms. This includes anthro-
pogenic Allee effects (Courchamp et al. 2006; Hall et al.
2008), which result from, for example, increasing exploita-
tion pressure of rare species as their real or perceived eco-
nomic value increases.
Allee effects may also combine with ecological traps il-

lustrating how social information and individual biases
(innate or driven by environmental cues) may operate to-
gether (Kokko and Sutherland 2001). Traps that bias hab-
itat selection toward bad sites depress population growth.
At higher population densities, social information may ame-
liorate the ecological trap, but at low densities, Allee effects
may be particularly strong. If traps are severe and infor-
mation from conspecifics does not compensate local pop-
ulation, extinction may ensue. Alternatively, if social infor-
mation is not based on reproductive performance (e.g.,
myopic habitat copying or conspecific attraction), it could
reinforce other individuals’ initial use of improper cues
(social information traps; fig. 2; e.g., Rodewald et al. 2011)
or override innate habitat preferences (Nocera et al. 2006;
Betts et al. 2008).
An alternative to widespread information use was re-

cently proposed by McNamara and Dall (2011) as the mul-
tiplier effect, in which unconditional strategies (e.g., natal
philopatry), which ignore all but the most reliable envi-
ronmental cues, may evolve whenever genotypes accumu-
late in habitats in which they do well. Under this effect, so-
cial information should be ignored, and socially mediated
Allee effects would not be present. Likewise, the evolution
of social versus individual learning may be contingent on
the spectral properties of temporal variation (Whitehead
2007), with implications for information-mediated Allee ef-
fects. Despite these caveats on theoretical grounds, it would
be rash to ignore the ubiquitous empirical support for wide-
spread use of personal and social cues in breeding habitat
selection (see reviews in Danchin et al. 2004; Valone 2007;
Blanchet et al. 2010; Chalfoun and Schmidt 2012; Szym-
kowiak 2013).
Few empirical studies have examined the population-

level consequences of information use (but see Ponchon
et al. 2015) or how individuals weigh personal and social
information (Fletcher 2006; Fletcher and Sieving 2010). Cur-
rent case studies include conspecific attraction based on lo-
cation and population density as cues for habitat quality
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(e.g., Forbes and Kaiser 1994; Sarrazin et al. 1996; Huijbers
et al. 2012). For example, Fletcher (2009) suggested that in-
frequent occupancy of small habitat fragments in least fly-
catchers (Empidonax minimus), a common pattern in birds,
may be due to reduced conspecific cues ultimately resulting
in habitat underutilization.

In conclusion, our analytical models demonstrate how
social information, a widely used phenomenon in habitat
selection and other contexts, may generate positive density
dependence at low population size resulting in information-
mediated Allee effects. This tendency has the potential to
produce positive feedbacks in declining populations: an en-
vironmentally driven stressor (e.g., fragmentation reduces
dispersal to small patches, a toxin reduces adult survival)
causes an initial population decline, and a subsequent re-
duction in information providers amplifies the initial pop-
ulation decline. The population may go extinct in a deter-
ministic fashion or be subject to a greater risk of extinction
through stochastic events that tip it below an Allee thresh-
old. In this way, information-mediated Allee effects may
contribute to the extinction debt incurred from habitat loss
and other anthropogenic stressors (Tilman et al 1994).
Acknowledgments

The authors would like to acknowledge the helpful com-
ments of the associate editor and anonymous reviewers.
This research was supported in part by grants from the Na-
tional Science Foundation to K.A.S. (DEB-0746985) and
M.G.B. (DEB-1050954).
Literature Cited

Allee, W. C. 1941. The social life of animals. 3rd ed. Heinemann,
London.

Arlt, D., and T. Pärt. 2007. Nonideal breeding habitat selection: a
mismatch between preference and fitness. Ecology 88:792–801.

Armsworth, P. R., and J. E. Roughgarden. 2005. The impact of di-
rected versus random movement on population dynamics and bio-
diversity patterns. American Naturalist 165:449–465.

Berec, L., E. Angulo, and F. Courchamp. 2006. Multiple Allee effects
and population management. Trends in Ecology and Evolution
22:185–191.

Betts, M. G., A. S. Hadley, N. Rodenhouse, and J. J. Nocera. 2008.
Social information trumps vegetation structure in breeding-site
selection in a migrant songbird. Proceedings of the Royal Society
B: Biological Sciences 275:2257–2263.

Blanchet, S., J. Clobert, and E. Danchin. 2010. The role of public in-
formation in ecology and conservation: an emphasis on inadver-
tent social information. Annals of the New York Academy of Sci-
ence 1195:149–168.

Boukal, D. S., and L. Berec. 2002. Single-species models of the Allee
effect: extinction boundaries, sex ratios and mate encounters. Jour-
nal of Theoretical Biology 218:375–394.
This content downloaded from 128.1
All use subject to University of Chicago Press Term
Boulinier, T., and E. Danchin. 1997. The use of conspecific repro-
ductive success for breeding patch selection in territorial migra-
tory species. Evolutionary Ecology 11:505–517.

Chalfoun, A. D., and K. A Schmidt. 2012. Adaptive breeding-habitat
selection: is it for the birds? Auk 129:589–599.

Courchamp, F., E. Angula, P. Rivalan, R. J. Hall, L. Signoret, L. Bull,
and Y. Meinard. 2006. Rarity value and species extinction: the an-
thropogenic Allee effect. PLoS Biology 4:e415, http://dx.doi.org
/10.1371/journal.pbio.0040415.

Courchamp, F., L. Berec, and J. Gascoigne. 2009. Allee effects in ecol-
ogy and conservation. Oxford University Press, Oxford.

Dall, S. R. X. 2005. Defining the concept of public information. Sci-
ence 308:353–354.

Danchin, E., T. Boulinier and M. Massot. 1998. Conspecific repro-
ductive success and breeding habitat selection: implications for
the study of coloniality. Ecology 79:2415–2428.

Danchin, E., L. A. Giraldeau, T. J. Valone, and R. H. Wagner. 2004.
Public information: from nosy neighbors to cultural evolution. Sci-
ence 305:487–491.

Davis, J. M., and J. A. Stamps. 2004. The effect of natal experience on
habitat preferences. Trends in Ecology and Evolution 19:411–416.

Doligez, B., C. Cadet, E. Danchin, and T. Boulinier. 2003. When to
use public information for breeding habitat selection? Animal Be-
havior 67:457–466.

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

Donaldson-Matasci, M. C., C. T. Bergstrom, and M. Lachmann.
2010. The fitness value of information. Oikos 119:219–230.

Emmering, Q. C., and K. A. Schmidt. 2011. Nesting songbirds assess
spatial heterogeneity of predatory chipmunks by eavesdropping
on their vocalizations. Journal of Animal Ecology 80:1305–1312.

Fletcher, R. J., Jr. 2006. Emergent properties of conspecific attraction
in fragmented landscapes. American Naturalist 168:201–219.

———. 2009. Does attraction to conspecifics explain the patch size
effect? an experimental test. Oikos 118:139–147.

Fletcher, R. J., Jr., and K. E. Sieving. 2010. Social information use in
heterogeneous landscapes: a prospectus. Condor 112:225–234.

Fog, A. 2008. Calculation methods for Wallenius’ noncentral hyper-
geometric distribution. Communications in Statistics, Simulation
and Computation 37:258–273.

Forbes, L. S., and G. W. Kaiser. 1994. Habitat choice in breeding sea-
birds: when to cross the information barrier. Oikos 70:377–384.

Forsman, J. T., and T. E. Martin. 2009. Habitat selection for parasite-
free space by hosts of parasitic cowbirds. Oikos 118:464–470.

Forsman J. T., J. Seppänen, and I. L. Nykänen. 2012. Observed het-
erospecific clutch size can affect offspring investment decisions.
Biology Letters 8:341–343.

Hall, R. J., E. J. Milner-Gulland, and F. Courchamp. 2008. Endanger-
ing the endangered: the effects of perceived rarity on species ex-
ploitation. Conservation Letters 1:75–81.

Huijbers, C. M., I. Nagelkerken, P. A. C. Lössbroek, I. E. Schulten, A.
Siegenthaler, M. W. Holderied, and S. D. Simpson. 2012. A test of
the senses: fish select novel habitats by responding to multiple
cues. Ecology 93:46–55.

Jaakkonen, T., A. Kari, and J. T. Forsman. 2013. Flycatchers copy
conspecifics in nest-site selection but neither personal experience
nor frequency of tutors have an effect. PLoS ONE 8:e60395, http://
dx.doi.org/10.1371/journal.pone.0060395.
93.162.224 on January 13, 2016 06:59:40 AM
s and Conditions (http://www.journals.uchicago.edu/t-and-c).

http://www.journals.uchicago.edu/action/showLinks?pmid=16701298&crossref=10.1016%2Fj.tree.2004.04.006
http://www.journals.uchicago.edu/action/showLinks?pmid=25843980&crossref=10.1111%2Fj.1600-0706.2009.17781.x
http://www.journals.uchicago.edu/action/showLinks?pmid=18559326&crossref=10.1098%2Frspb.2008.0217
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1525%2Fcond.2010.090236
http://www.journals.uchicago.edu/action/showLinks?pmid=18559326&crossref=10.1098%2Frspb.2008.0217
http://www.journals.uchicago.edu/action/showLinks?pmid=15831739&crossref=10.1126%2Fscience.308.5720.353c
http://www.journals.uchicago.edu/action/showLinks?pmid=15831739&crossref=10.1126%2Fscience.308.5720.353c
http://www.journals.uchicago.edu/action/showLinks?pmid=22171018&crossref=10.1098%2Frsbl.2011.0970
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1525%2Fauk.2012.129.4.589
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1016%2Fj.anbehav.2003.03.010
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1016%2Fj.anbehav.2003.03.010
http://www.journals.uchicago.edu/action/showLinks?pmid=21699539&crossref=10.1111%2Fj.1365-2656.2011.01869.x
http://www.journals.uchicago.edu/action/showLinks?pmid=17503606&crossref=10.1890%2F06-0574
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1080%2F03610910701790269
http://www.journals.uchicago.edu/action/showLinks?pmid=20536822&crossref=10.1111%2Fj.1749-6632.2010.05477.x
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1080%2F03610910701790269
http://www.journals.uchicago.edu/action/showLinks?pmid=20536822&crossref=10.1111%2Fj.1749-6632.2010.05477.x
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1890%2F0012-9658%281998%29079%5B2415%3ACRSABH%5D2.0.CO%3B2
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.1755-263X.2008.00013.x
http://www.journals.uchicago.edu/action/showLinks?pmid=12183627&crossref=10.1126%2Fscience.1072838
http://www.journals.uchicago.edu/action/showLinks?system=10.1086%2F428595&pmid=15791537
http://www.journals.uchicago.edu/action/showLinks?crossref=10.2307%2F3545775
http://www.journals.uchicago.edu/action/showLinks?pmid=12381437&crossref=10.1006%2Fjtbi.2002.3084
http://www.journals.uchicago.edu/action/showLinks?pmid=12381437&crossref=10.1006%2Fjtbi.2002.3084
http://www.journals.uchicago.edu/action/showLinks?pmid=15273386&crossref=10.1126%2Fscience.1098254
http://www.journals.uchicago.edu/action/showLinks?pmid=15273386&crossref=10.1126%2Fscience.1098254
http://www.journals.uchicago.edu/action/showLinks?pmid=22486086&crossref=10.1890%2F10-2236.1
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.1600-0706.2009.17342.x
http://www.journals.uchicago.edu/action/showLinks?pmid=17175060&crossref=10.1016%2Fj.tree.2006.12.002
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.1600-0706.2008.17000.x
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1007%2Fs10682-997-1507-0


Information-Mediated Allee Effects E171
Jackson, A. L., G. D. Ruxton, and D. C. Houston. 2008. The effect of
social facilitation on foraging success in vultures: a modeling study.
Biology Letters 4:311–313.

Kokko, H., and W. J. Sutherland. 2001. Ecological traps in changing
environments: ecological and evolutionary consequences of a be-
haviorally mediated Allee effect. Evolutionary Ecology Research
3:537–551.

Koops, M. A. 2004. Reliability and the value of information. Animal
Behavior 67:103–111.

Krams, I., T. Krama, and K. Igaune. 2006. Mobbing behaviour:
reciprocity-based co-operation in breeding pied flycatcher Ficedula
hypoleuca. Ibis 148:50–54.

Lima, S. L. 2009. Predators and the breeding bird: behavioral and re-
productive flexibility under the risk of predation. Biological Re-
views 84:485–513.

Lister, B. C. 2014. Information, behavior and population dynamics.
Oikos 123:1431–1438.

McNamara, J. M., and S. R. X. Dall. 2011. The evolution of uncon-
ditional strategies via the “multiplier effect.” Ecology Letters 14:
237–243.

McNamara, J. M., R. F. Green, and O. Olsson. 2006. Bayes’ theorem
and its applications in animal behavior. Oikos 112:243–251.

McPeek, M. A., N. L. Rodenhouse, R. T. Holmes, and T. W. Sherry.
2001. A general model of site-dependent population regulation:
population-level regulation without individual-level interactions.
Oikos 94:417–424.

Morton, E. S. 2005. Predation and variation in breeding habitat use
in the ovenbird, with special reference to breeding habitat selec-
tion in northwestern Pennsylvania. Wilson Bulletin 117–335.

Nocera, J. J., G. J. Forbes, and L. A. Giraldeau. 2006. Inadvertent social
information in breeding site selection of natal dispersing birds. Pro-
ceedings of the Royal Society B: Biological Sciences 273:349–355.

Ponchon, A., R. Garnier, D. Gremillet, and T. Boulinier. 2015. Predicting
population responses to environmental change: the importance of
considering informed dispersal strategies in spatially structured pop-
ulation models. Diversity and Distributions 21:88–100.

Reed, J. M., T. Boulinier, E. Danchin, and L. W. Oring. 1999. In-
formed dispersal: prospecting of birds for breeding sites. Pages 189–
259 in V. J. Nolan, E. D. Ketterson, and C. F. Thompson, eds. Cur-
rent Ornithology. Plenum, New York.

Robertson, B. A., J. S. Rehage, and A. Sih. 2013. Ecological novelty
and the emergence of evolutionary traps. Trends in Ecology and
Evolution 28:552–560.
This content downloaded from 128.1
All use subject to University of Chicago Press Term
Rodewald, A. D., D. P. Shustack, and J. M. Jones. 2011. Dynamic se-
lective environments and evolutionary traps in human-dominated
landscapes. Ecology 92:1781–1788.

Sarrazin, F., C. Bagnolini, J. L. Pinna, and E. Danchin. 1996. Breed-
ing biology during establishment of a reintroduced Griffon vulture
Gyps fulvus population. Ibis 138:313–325.

Schmidt, K. A. 2004. Site-fidelity in temporally correlated environ-
ments enhances population persistence. Ecology Letters 7:176–
184.

Schmidt, K. A., M. G. Betts, and J. Johansson. 2015a. Data from:
Information-mediated Allee effects in breeding habitat selection.
American Naturalist, Dryad Digital Repository, http://dx.doi.org
/10.5061/dryad.k4c21.2.

Schmidt, K. A., J. Johansson, N. Kristensen, F. Massol, and N.
Jonzén. 2015b. Consequences of information use in breeding hab-
itat selection on the evolution of settlement time. Oikos 124:69–
80.

Schmidt, K. A., R. S. Ostfeld, and K. N. Smyth. 2006. Spatial hetero-
geneity in predator activity, nest survivorship, and nest-site selec-
tion in two forest thrushes. Oecologia (Berlin) 148:22–29.

Schmitt, R. J., and S. J. Holbrook. 2007. The scale and cause of spatial
heterogeneity in strength of temporal density dependence. Ecol-
ogy 88:1241–1249.

Stephens, P. A., W. J. Sutherland, and R. P. Freckleton. 1999. What is
the Allee effect? Oikos 87:185–190.

Switzer, P. V. 1997. Past reproductive success affects future habitat
selection. Behavioral Ecology and Sociobiology 40:307–312.

Szymkowiak, J. 2013. Facing uncertainty: how small songbirds acquire
and use social information in habitat selection process? Springer
Science Reviews 1:115–131.

Tilman, D., R. M. May, C. L. Lehman, and M. A. Nowak. 1994. Hab-
itat destruction and the extinction debt. Nature 371:65–66.

Valone, T. J. 2007. From eavesdropping on performance to copying
the behaviors of others: a review of public information use. Behav-
ioural Ecology and Sociobiology 62:1–14.

Wagner, R. H., and É. Danchin. 2010. A taxonomy of biological in-
formation. Oikos 119:203–209.

Whitehead, H. 2007. Learning, climate and the evolution of cultural
capacity. Journal of Theoretical Biology 245:341–350.
Associate Editor: Jean-Michel Gaillard
Editor: Susan Kalisz
93.162.224 on January 13, 2016 06:59:40 AM
s and Conditions (http://www.journals.uchicago.edu/t-and-c).

http://www.journals.uchicago.edu/action/showLinks?crossref=10.1038%2F371065a0
http://www.journals.uchicago.edu/action/showLinks?pmid=23756104&crossref=10.1016%2Fj.tree.2013.04.004
http://www.journals.uchicago.edu/action/showLinks?pmid=23756104&crossref=10.1016%2Fj.tree.2013.04.004
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.1474-919X.2006.00480.x
http://www.journals.uchicago.edu/action/showLinks?crossref=10.2307%2F3547011
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.0030-1299.2006.14228.x
http://www.journals.uchicago.edu/action/showLinks?pmid=16543178&crossref=10.1098%2Frspb.2005.3318
http://www.journals.uchicago.edu/action/showLinks?pmid=16543178&crossref=10.1098%2Frspb.2005.3318
http://www.journals.uchicago.edu/action/showLinks?pmid=18364309&crossref=10.1098%2Frsbl.2008.0038
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1007%2Fs00265-007-0439-6
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1007%2Fs00265-007-0439-6
http://www.journals.uchicago.edu/action/showLinks?pmid=21939074&crossref=10.1890%2F11-0022.1
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Foik.01483
http://www.journals.uchicago.edu/action/showLinks?pmid=19659887&crossref=10.1111%2Fj.1469-185X.2009.00085.x
http://www.journals.uchicago.edu/action/showLinks?pmid=19659887&crossref=10.1111%2Fj.1469-185X.2009.00085.x
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1007%2Fs002650050346
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fddi.12273
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.1600-0706.2009.17315.x
http://www.journals.uchicago.edu/action/showLinks?pmid=16425046&crossref=10.1007%2Fs00442-005-0340-9
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Foik.01423
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1034%2Fj.1600-0706.2001.940304.x
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1007%2Fs40362-013-0012-9
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1007%2Fs40362-013-0012-9
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1016%2Fj.anbehav.2003.02.008
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1016%2Fj.anbehav.2003.02.008
http://www.journals.uchicago.edu/action/showLinks?pmid=17141808&crossref=10.1016%2Fj.jtbi.2006.10.001
http://www.journals.uchicago.edu/action/showLinks?crossref=10.1111%2Fj.1461-0248.2003.00565.x
http://www.journals.uchicago.edu/action/showLinks?pmid=17536410&crossref=10.1890%2F06-0970
http://www.journals.uchicago.edu/action/showLinks?pmid=17536410&crossref=10.1890%2F06-0970
http://www.journals.uchicago.edu/action/showLinks?pmid=21244592&crossref=10.1111%2Fj.1461-0248.2010.01576.x



