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Personality research suggests that individual differences in
risk aversion may be explained by links with life-history
variation. However, few empirical studies examine whether
repeatable differences in risk avoidance behaviour covary with
life-history traits among individuals in natural populations, or
how these links vary depending on the context and the way
risk aversion is measured. We measured two different risk
avoidance behaviours (latency to enter the nest and inspection
time) in wild great tits (Parus major) in two different contexts—
response to a novel object and to a predator cue placed at the
nest-box during incubation—and related these behaviours to
female reproductive success and condition. Females responded
equally strongly to both stimuli, and although both behaviours
were repeatable, they did not correlate. Latency to enter
was negatively related to body condition and the number of
offspring fledged. By contrast, inspection time was directly
explained by whether incubating females had been flushed
from the nest before the trial began. Thus, our inferences on
the relationship between risk aversion and fitness depend on
how risk aversion was measured. Our results highlight the
limitations of drawing conclusions about the relevance of single
measures of a personality trait such as risk aversion.

1. Introduction
Assessing risk accurately and responding appropriately can
optimize trade-offs between allocating resources to risk manage-
ment and to other functional behaviours [1]. How individuals
behave in this context is influenced by different mechanisms,
including motivation to access food or invest in raising young

2018 The Authors. Published by the Royal Society under the terms of the Creative Commons
Attribution License http://creativecommons.org/licenses/by/4.0/, which permits unrestricted
use, provided the original author and source are credited.
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(e.g. [2]), cognitive processes such as learning and categorization of threats (e.g. [3,4]) and constraints
caused by correlations with other behavioural traits, as invoked by the ideas of personality and
behavioural syndromes (e.g. [5]). Predation risk theory predicts that selection should favour animals
that are plastic in their response to risk such that each individual responds at the same optimal level
across contexts [1], while animal personality research has demonstrated that in reality individuals differ
consistently in their risk-taking responses across time and contexts [6,7]. Several authors have suggested
adaptive explanations for why individuals do not always behave optimally, in particular that individual
differences are maintained in populations due to links with life-history variation (e.g. [7–9]). Empirical
studies that link anti-predator behaviour, neophobia (i.e. the fear of novelty), life-history variation and
fitness in natural populations are scarce (e.g. [10,11]), but essential to understanding how individual
variation in risk aversion is maintained [12,13].

Individual variation in response to environmental stimuli has been reported in a variety of taxa,
and this variation is consistent temporally, and across different contexts including responses to novel
environments, to novel objects, to human disturbance and to predators (reviewed in [6,7]). Individuals
that explore novel rooms more readily are often quicker to approach novel objects (e.g. [14–16]), and
less perturbed by predation-like events [17–19]. As a result, terminology such as ‘bold’ and ‘shy’
has been used to broadly define a continuous behavioural axis, with high risk-taking individuals
towards one end, and risk-averse individuals towards the other. These correlations between different
traits that are hypothesized to characterize a behavioural axis are not universal, perhaps for adaptive
reasons (e.g. [20]), but also because the traits involved have not always been clearly characterized
(e.g. [21]). For example, jackdaws (Corvus monedula) that were more exploratory had higher object
neophobia [22], but this may have been because high levels of movement around a novel room was an
indication of anxiety, rather than exploratory boldness [4]. Other studies show that aversion towards
novelty and to predator cues are not necessarily representative of the same personality axis (e.g.
[23,24]). In rooks (Corvus frugilegus), neophobic responses towards novel objects were consistent within
seasons, but not between seasons; whereas responses towards unfamiliar humans were consistent both
within and between seasons [25]. To accurately characterize a behaviour as part of the risk-taking
personality axis, it is important to consider, first, whether the behavioural response measured has been
validated and properly categorized, second, the context (e.g. season or environment) and, third, how
animals perceive the cues presented (i.e. do they classify them as novel or as predators) (reviewed
in [4] and [26]).

Typically, individuals adjust their risk-taking behaviour in response to a wide variety of factors,
including their own experience and the type of threat (e.g. [1,27]). Attending to direct predatory cues can
alert animals to an impending attack, and several studies have shown that prey species respond aversely
to the presence of eyes ([28,29] and references therein). Although conspecifics and many heterospecifics
may also represent a threat, the most common interpretation is that eyes are a stimulus that elicits
fearful responses because they represent a predator (reviewed in [28]; but see [30]). Animals show the
strongest anti-predator responses to eyes directed towards them, rather than away [31,32], to eyes that are
made to appear larger [33] and to configurations and orientations that most resemble eyes, as opposed
to conspicuous shapes [34–36]. It has also been suggested that animals can learn to recognize eyes as
predatory cues [29] because many species adjust their responses based on previous experiences and
current information [3,37–40]. Even if individuals behave optimally through behavioural flexibility, rank
order differences between individuals may still occur across risk-gradients.

Numerous mechanisms have been suggested to explain variation in risk aversion within populations,
including the idea that personality reflects individual variation in life histories and/or current state
[8,41]. One theory suggests that personality can be explained by individual variation in pace of life,
for example in terms of how individuals trade off current and future reproductive success [42]. Support
for this theory comes from theoretical models (e.g. [8,43]) as well as empirical evidence (e.g. [11,44,45]).
Although not necessarily mutually exclusive from pace of life theory, state-dependent theory suggests
that individual differences in traits arise when morphological or physiological differences determine
how individuals behave [5,9]. Thus resource availability can have a direct influence on an individual’s
state and/or their perception of favourable versus unfavourable conditions. As a result, environmental
factors can also mediate individual differences in behaviours such as risk-taking if some individuals
are more sensitive to environmental change than others (e.g. [46,47]). Although several studies have
found links between life history and personality traits (reviewed in [42,48]), others have found opposing
relationships (e.g. [49]) or none at all, or depend on the personality trait measured (e.g. [50]). Studies
that investigate the causes and consequences of personality trait differences in natural populations
are an important step in understanding why personality traits arise, yet are limited (see [51] for a
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meta-analysis), and rarely investigate the links between personality traits like risk aversion, body
condition and reproductive success in wild populations (but see [50,52,53]).

Great tits (Parus major) are an ideal species to investigate the relationship between threat-classification,
personality and life-history variation. Great tits have shown consistent individual differences in boldness
towards novel objects in the wild [16,52] and in captivity [14,15], and respond aversively to predator-like
stimuli including eyes [36]. Our aim in this study was to determine the generality of risk aversiveness as a
personality trait in great tits. To test this, we exposed females sequentially to a novel object and predatory
cue (an image of sparrowhawk, Accipiter nisus, eyes) at the nest-box during the breeding season, and
measured two different behavioural responses when females returned to the nest to incubate. First, we
tested whether females classify the two stimulus types as distinct (i.e. behaved differently towards them).
Second, we tested whether there was consistent between-individual variation in response across the two
stimulus types that would indicate a repeatable, generalized ‘risk-taking’ personality trait across novelty
and predatory cues. Moreover, if the two behaviours we measured covaried, this would indicate they are
both components of the same personality trait. Finally, we investigated whether individual nest defence
behaviour was associated with female body condition and reproductive output as potential causes or
consequences of individual variation in personality.

2. Material and methods
2.1. Study site and nest-boxes
Our study took place across nine sites in the Bandon Valley, Co. Cork, Ireland, each separated by a
distance of at least 2 km. Seven sites were considered mixed deciduous and two were conifer plantations.
Across these sites, 286 nest-boxes suitable for great tits were distributed, hung at approximately 1.5 m
above the ground and approximately 50 m apart (O’Shea et al. unpublished). Nest-boxes were monitored
during the breeding season (April–June 2016) to determine egg lay-dates, clutch size, brood size and
fledging success. Adults were caught at the nest at day 10 post-hatching to tag individuals and collect
biometrics, including wing length and body weight to calculate body condition. Experiments took place
between day 8 and 10 of incubation (where day 1 was the day following the date the last egg was laid).
Permission to conduct fieldwork was provided by the National Parks and Wildlife Service (010/2016 and
004/2016) and Coillte Forestry.

2.2. Experimental procedure

2.2.1. Experimental treatments

Aversive stimuli were placed on the roof of 38 nest-boxes. All experimental boxes received two different
treatments on consecutive days: a novel object and predator eyes. A subset of the same boxes (n = 22)
received a third treatment of either (i) a repeat of a similar novel object (n = 12) to test whether their
responses were repeatable and therefore an indication of a consistent personality trait, or (ii) nothing on
the nest-box as a control, to test whether birds responded to disturbance from the experimental set-up
(see below for details). Four additional boxes received only a control condition to increase sample size
(n = 14). Therefore a total of 42 nest-boxes received at least one experimental treatment, and order of
treatments was randomized. Not all boxes received a third treatment to minimize disturbance at the
nest, which was also the reason we chose not to give repeat presentations of the predator cue. The
predation cue was generated from a photograph of a sparrowhawk, the most important predator of
the great tit [54], that was edited to isolate the eyes and remove shading artefacts using GNU Image
Manipulation Program software, and printed onto waterproof Zecom® paper (figure 1a). Great tits
have shown anti-predator responses to eye shapes on moth wings, and these aversive responses are
stronger than equivalently conspicuous patterns, suggesting the potential for great tits to perceive eyes
as predators [36]. The two novel objects consisted of different configurations of Lego® pieces, clothes pins
and match sticks painted black and white, and covered with white and black electrical tape (figure 1b,c).
The objects and the eyes were of similar size and mounted onto flat, black-painted wooden sticks
(9 × 15 cm), and attached to the roof of the nest-boxes with garden wire.

Once the stimulus (or control) was secured to the nest-box, the experimenter removed the nest-box
front (i.e. face plate) to determine if the female was present, and allowed the female to leave the box. If
she did not leave the box within 20 s, a small wooden dowel was used to lift the tail gently. If the female
still did not leave the nest, the face plate was returned and the experiment was not performed at that box.
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(a) (b) (c)

Figure 1. (a) The predator eyes and (b,c) novel object displayed on the nest-box.

Therefore, all trials started with the female outside of the nest-box. In 33 of 96 trials, the female was not
incubating when the experimenter arrived (10 eyes, 18 object, 5 control), and in 20 of these 33 trials at least
one parent was alarm calling in proximity while the experiment was set up (7 eyes, 10 object, 2 control). If
the female was incubating when the experimenter opened the face place, we recorded that she had been
flushed from the nest by the experimenter as we expected that being startled could have a bearing on
subsequent responses. Once the bird had left the box or it was confirmed that there was no bird inside,
the experimenter replaced the face plate and left the area. All trials were recorded using a Panasonic
HC-V250EB-K camera mounted on a tripod, covered in camouflage tape and positioned behind foliage
10 m from the nest-box. The trial ended after 40 min at which point the stimulus was removed from the
nest-box, and the experimenter confirmed whether the female had returned by opening the face plate
just enough to see inside, without causing her to flush. Trials occurred between 08.00 and 18.00, except
for one box tested at 19.45. Trials at the same nest-box on different days were typically performed at
a similar time of day (within a 2 h time frame). Four trials (one eyes, three object) were excluded from
the analysis due to camera failure, and two boxes did not receive their last trial due to stoat (Mustela
erminea) predation that occurred outside of the experimental treatment. The final dataset had 96 trials
across 42 nest-boxes. Ten nests failed at a later date after the conclusion of the experiment, five were due
to predation, and the rest of unknown causes. All other nests were successful. The rate of nest failures
was similar to those recorded in areas not receiving experimental trials (i.e. 12 of 46 nests).

2.2.2. Behavioural analysis

We recorded behaviours for females only because male great tits do not incubate [54]. Males range widely
over their territory during incubation and return primarily to perch outside the nest cavity to feed the
female [54]. The following two behaviours were analysed from the video footage: (i) latency to enter the
nest-box, starting from the time the nest-box front was placed back on the box, and (ii) inspection time,
the total duration spent perched at the nest entrance hole looking inside and outside of the box before
deciding to enter or fly away. Females were identified by plumage characteristics, and in cases where this
was not visible, by their behaviour (i.e. birds were confirmed to be female if they remained inside the nest
for 10 min following entry as an indication that they were incubating). There were two instances when
males came to the box before females, and in both cases their behaviour differed to that of females in
that they carried food in their beak and made calls for the absent female. Twenty per cent of videos were
analysed by a second coder. Inter-rater reliability was assessed using a two-way intraclass correlation
coefficient (ICC) for agreement; latency to enter ICC= 1.0, p < 0.001; inspection time ICC = 0.99, p < 0.001.

2.3. Statistical analysis

2.3.1. Behavioural responses to stimuli

We tested whether the two behavioural responses differed across the three treatments at the nest-box.
Only birds that landed at the nest entrance or approached the nest-box were included in the analysis for
inspection time (total trials = 75). We ran separate analyses with each of the behaviours as the response
variable. For our latency to enter variable (total trials = 96), birds that did not enter the nest during
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the trial period were given an upper latency of 2400 s (i.e. 40 min). Data were log-transformed and
analysed using generalized linear mixed models (GLMMs) fitted to a Gaussian distribution with a log
link function. The following fixed effects were included in our model as potential influences on aversion
behaviours: treatment (control, eyes, object); flush: Y or N (i.e. whether the female was incubating and
flew out of the nest during the experimental set-up); clutch size (because her current investment may
affect her motivation to return to incubate, or as a potential link to a life-history trait); presentation order
(as birds may reduce responses to experimental treatment across successive trials); lay date (as females
may perceive their reproductive potential as greater earlier in the season which may influence risk
aversion); time of day; and treatment × flush interaction. Female ID and woodland site were included
as random factors. We present the main effects from the full models and only include interactions when
significant. Alpha was set at 0.05 and terms with a p-value less than 0.10 are discussed as trends. The
control stimulus was set as the reference category, and post hoc Tukey’s tests were performed if our
treatment variable was significant, to test for differences between eyes and object, and to account for
multiple comparisons. All GLMMs were run in the lme4 package [55] for R statistical software [56] after
checking that they met model assumptions (homogeneity and normality of residuals), while post hoc
comparisons were run using the multicomp package [57].

To determine individual repeatability for each of the two behavioural responses, we calculated
repeatability following [58] by dividing the individual variance by the total variance extracted from
the GLMM. In addition, we also report adjusted repeatability, as this method controls for factors that
may influence individual behaviour by including fixed effects that came out as significant from our
first analyses on behavioural responses to stimuli. For both adjusted and non-adjusted repeatability,
individual ID and woodland site were included as random effects. Significance for repeatability was
obtained by performing a log-likelihood ratio test between the model as described above and the same
model with ID excluded as a random term.

To test whether latency to enter and inspection time correlated, and whether these behavioural
measures were linked with fitness and body condition, we extracted a single value for each individual for
each of our behavioural measures. Following methods used in [59], we ran a GLMM with fixed factors
that were significant in our analyses described above as well as female ID in order to obtain parameter
estimates for each individual. The parameter estimate for each individual was added to the model
constant (i.e. intercept) which gives an estimate with respect to the fixed effects. An alternative method
would be to run a multivariate analysis with our behavioural and fitness measures as response variables,
and our fixed effects as our explanatory variables. However, given our samples size, our dataset does
not have the power necessary for such analyses [60]. Thus, we note that the results obtained using our
estimates for aversion behaviour should be treated with caution given that extracted individual values
from model estimates can lead to bias and anticonservatism [61,62].

Using our estimates for aversion behaviour, we tested whether the two behavioural measures (latency
to enter and inspection time) were correlated using a GLMM as described above, with site as a random
term.

2.3.2. Links between aversion behaviour, reproductive success and body condition

We predicted that if levels of aversion to the stimuli were linked to fitness, then our individual estimates
for latency to enter the nest and/or inspection time at the nest should be linked to the number of
fledglings. The total number of fledged chicks was analysed using a GLMM fitted to a Gaussian
distribution with a log link function. Lay date was included as a fixed factor to control for any effects
of timing of breeding on reproductive success [53,63], and site was included as a random factor. We did
not include age in our analysis because all individuals were adults, aside from two juveniles. Because
nine nests failed before adults could be measured, we excluded female body condition as a potential
influence on reproductive success to increase sample size. Moreover, a separate analysis showed that
body condition had no significant effect on fledgling success in our population, both when we used
a restricted dataset excluding these nine birds as well as when we used an expanded dataset (n = 56)
including birds that we had biometrics for, even if they had not received experimental treatments at the
nest-box.

We ran a separate analysis on the nests where we had data to infer female body condition to determine
whether body condition was linked to our individual estimates for latency to enter and inspection time.
We predicted that females may be more risk averse if they were in poorer body condition. We determined
female body condition using the scale mass index following Peig & Green [64], which standardizes body
mass at a fixed value of tarsus length, and is shown to be a better predictor of relative size and energy
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reserves than other conventional methods including ordinary least squares residuals [64,65]. We scaled
the females from our experimental boxes against all females measured in our field sites to obtain the
most accurate average value for tarsus and body weight from the study population. Data were analysed
using a GLMM fitted to a Gaussian distribution with a log link function. Body condition and lay date
were included as fixed effects and site as a random term.

3. Results
3.1. Behavioural responses
Latency to enter was influenced by an interaction between stimulus treatments and whether birds were
flushed (eyes × flush, object × flush table 1a and figure 2). In the control conditions, birds quickly entered
the nest when not flushed, but flushed birds took longer to enter the nest. Latency to enter did not
differ between control birds that were flushed and the eye and object treatments (whether or not the
birds were flushed in these two treatments). However, birds in the eye treatment that were flushed
took longer to enter than birds in the object treatment that were not flushed. There were no other
differences in latency to enter for birds in the eyes and object treatments, whether or not they had been
flushed from the nest (table 2 for post hoc results). Birds that laid earlier in the season were quicker to
enter the nest (lay date table 1a). There was no effect of clutch size, presentation order or time of day
(table 1a).

Inspection time was higher in the eyes and object treatments compared to the control (table 1b and
figure 2b). There was no difference in inspection time between eyes and object (post hoc Tukey’s test:
z = −0.24, p = 0.97). When females were flushed, inspection times were greater across all treatments and
inspection times decreased significantly after successive presentations (table 1b). Similar results for all
fixed factors were obtained when two visually obvious outliers (figure 2b) were removed.

We did not find a correlation between latency to enter and inspection time suggesting that these two
behaviours do not form part of the same personality axis (β ± s.e. = 0.03 ± 0.17, z = 0.16, p = 0.88). Similar
results were obtained when the two visually obvious outliers for inspection time were removed, though
we had no a priori reason to remove those outliers.

3.2. Individual repeatability
Latency to enter the nest-box was significantly repeatable among individuals for object and eye
treatments, when controlling for lay date and the stimulus by flush interaction (adjusted repeatability
R = 0.25, p < 0.01, CI = 0.33, 0.85), and when not controlling for these factors (non-adjusted repeatability
R = 0.25, p = 0.03, CI = 0.31, 0.82). Individual repeatability for inspection time was marginally significant
(R = 0.14, p = 0.05, CI = 0.0, 0.84) while controlling for flush and presentation order, but this effect was not
significant when two visually obvious outliers were removed (R = 0.11, p = 0.11, CI = 0.0, 0.74), and when
not controlling for significant fixed factors (non-adjusted repeatability: R = 0.07, p = 0.39, CI = 0.0, 0.74).

3.3. Fitness measures and latency to enter
Females that had lower latency to enter tended to have more fledglings than those that had higher
latency to enter (table 1c and figure 3a). Fledgling number was not influenced by lay date. Females in
poorer body condition had higher latency to enter than ones in better body condition (figure 3b and
table 1e). Body condition was not influenced by lay date. Inspection time was not related to fledgling
number or body condition (figure 3c,d and table 1d,f ).

4. Discussion
This study addressed three questions regarding animal responses to threatening stimuli. First, we asked
whether a predator cue elicits stronger responses than a novel object (or vice versa), second, whether
individuals expressed consistent and repeatable behaviour across stimulus types and third, whether this
behaviour was linked to individual state and fitness-related traits. Great tits responded similarly to a
predator cue and to a novel object, but latency to enter was not related to our other response measure,
inspection time. Moreover, repeatability was higher for latency to enter than inspection time. Latency to
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Table 1. Full model outputs from GLMMs with factors affecting, at the population level, (a) latency to enter and (b) inspection time. At
the individual level, factors affecting fledgling number (individual estimates for latency to enter (c) and inspection time (d)), and the
effect of body condition on individual estimates for latency to enter (e), and inspection time (f ). Please refer to Material andmethods for
details of factor inclusion for each model. Full models are presented with interactions included only when significant.

model subjects d.f. fixed and random effects β ± s.e. t p
variance (adjusted,
non-adjusted)

(a) latency to enter 96 42 intercept 2.55± 1.41 1.81 0.08
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

eyes 1.41± 0.43 3.32 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

object 1.03± 0.39 2.66 0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

flush 1.53± 0.45 3.42 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

treatment× eyes −1.13± 0.54 −2.10 0.04
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

treatment× object −1.16 ± 0.50 −2.31 0.03
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

lay date 0.05± 0.02 2.83 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

clutch size −0.18± 0.11 −1.60 0.12
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

presentation order −0.06± 0.10 −0.63 0.53
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

time of day 0.05± 0.04 1.25 0.22
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

box 0.23,0.27
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

site 0.23,0.27
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

residual 0.44,0.53
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

(b) inspection time 75 36 intercept 7.10± 1.76 4.02 <0.001
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

eyes 1.03± 0.34 3.06 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

object 0.98± 0.32 3.06 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

flush 0.78± 0.23 3.46 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

presentation order −0.39± 0.13 −3.10 <0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

time of day 0.08 ± 0.05 1.51 0.14
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

lay date 0.00± 0.02 0.10 0.92
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

clutch size 0.01± 0.12 0.05 0.96
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

box 0.14,0.27
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

site 0.14,0.27
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

residual 0.67,0.99
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

(c) fledgling no. 38 28 intercept 4.99± 2.86 1.75 0.09
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

latency to enter −0.77± 0.39 −1.96 0.06
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

lay date 0.03± 0.04 0.67 0.51
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

(d) fledgling no. 31 21 intercept 4.84± 4.53 1.07 0.30
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

inspection time −0.31± 0.38 −0.82 0.42
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

lay date 0.02± 0.05 0.31 0.76
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

(e) latency to enter 30 21 intercept 9.42± 3.67 2.57 0.02
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

body condition −0.38± 0.16 −2.38 0.03
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

lay date 0.03± 0.02 1.47 0.16
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

(f ) inspection time 26 17 intercept 10.52± 3.94 2.67 0.02
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

body condition −0.09± 0.17 −0.55 0.60
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

lay date −0.01± 0.02 −0.51 0.62
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

enter the nest-box was negatively related to body condition, but was unrelated to clutch size or fledgling
success, although a non-significant trend suggests that risk-prone females may have produced more
fledglings. By contrast, there were no links between inspection time and our fitness measures.
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Figure 2. (a) Latency to enter the nest-box; (b) total inspection timeonce landedon thenest-box. Reddot and lines denotesmean± s.e.
from log-transformed data. *p< 0.05, **p< 0.01. Two outlier points were removed from graph for scale purposes in (b) (eyes, flushed
150 s; object, flushed 86 s).

Table 2. Post hoc Tukey’s tests for latency to enter the nest-box between object, eyes and control and trials in which the female was (Y)
or was not (N) flushed from the box.

post hoc
Tukey’s tests eyes (Y) eyes (N) object (Y) object (N) control (Y)

eyes (N) z= 1.34, p= 0.75
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

object (Y) z= −2.03, p= 0.31 z< −0.01, p= 0.99
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

object (N) z= 3.28, p< 0.05 z= −1.29, p= 0.78 z= 1.53, p= 0.62
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

control (Y) z= 0.90, p= 0.94 z= 0.33, p= 0.99 z=−0.39, p= 0.99 z= 1.46, p= 0.67
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

control (N) z= 4.84, p< 0.001 z= 3.32, p= 0.01 z= 3.71, p<0.01 z= 2.66, p= 0.08 z= 3.41, p< 0.01
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .

4.1. Risk aversion, context and consistency
Many animals respond flexibly to threats because they have learned through experience and/or they
classify specific features into categories such as novel, predatory or non-threatening (e.g. [4,38,40]). Our
results suggest that great tits generalize their fear responses to both novel and predator stimuli. This
may be because they are constrained within their personality type to show the same level of aversion
regardless of the threat. This is supported by the fact that for most treatments, latencies to enter the
box were similar whether or not they had experienced being flushed from the nest by the experimenter.
However, females were quicker to come back to the nest when the object was on the box and they had
not experienced being flushed compared to when the eyes were on the box and they had experienced
being flushed, perhaps because there was a synergistic effect of treatment type and human disturbance
at the box. Hormonal response related to stress is a potential mechanism that may mediate how long it
takes a female to overcome fear and return to the nest-box. Peak corticosterone (CORT) concentrations in
the bloodstream following an acute stressor have been shown to correlate with boldness and neophobia
[66,67]. However, because blood sampling involves predator-like handling from the experimenter, it is
unknown whether a similar concentration of CORT is released into the blood stream in response to
non-predator threats such as novelty [53].

Latencies to enter the nest-box and inspection times may also be similar across eye and novel object
treatments because individuals have not had enough experience with, or have not adapted to high
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Figure 3. (a) A non-significant trend for a relationship between latency to enter and number of fledglings. (b) Latency to enter
significantly predicts female body condition. Inspection time does not correlate with number of fledglings (c) or body condition (d).
Shaded area denotes 95% confidence interval. Data for latency to enter and inspection time are estimates extracted from a GLMM to
control for fixed effects whereby larger values reflect longer latency and inspection times.

frequencies of encounters with either novel objects or predators. Rural birds have been reported to be
more neophobic than urban birds [68,69], which may explain why birds in our rural population treated
a novel object as equally threatening as the predator stimulus. An alternative, perhaps more intuitive
explanation is that great tits classified both stimuli as novel. Although we modelled our eye stimulus
from a natural great tit predator, the eyes may have been perceived as novel because they were isolated
and printed to paper, or alternatively, an unwanted object on the nest-box (regardless of appearance),
was treated as a novel situation/changed environment. The perception mechanisms underlying gaze
aversion to eye shapes are still under debate, namely whether eyes represent predators, or whether
they elicit alarm responses simply because they are conspicuous (reviewed in [26,30]). Nevertheless,
when tested in captivity in a foraging context, birds showed the strongest alarm responses to the
sudden appearance of two-dimensional images of a known predator and to isolated eye-spots from
the same predator, but not to conspicuous, non-predator shapes [36]. Although eyes may be perceived
as a potential predator cue when first detected by prey, it is unknown whether this remains the case
following further inspection. Repeated presentations of different predator cues and predator models
would be necessary to validate whether aversion behaviours in our study were due to the stimulus
being perceived as novel, predatory or just generally risky. These alternative interpretations regarding
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classification and perception of threat reiterate the difficulty in disentangling the underlying mechanisms
that shape aversion behaviours [4].

Previous studies measure risk aversion using a variety of different traits, including latency to enter the
nest-box (e.g. [3,16,53]) and inspection time (e.g. [23,70]). Our results show that very different conclusions
can be drawn depending on which of these two variables are used. Inspection time was significantly
greater if birds had been flushed from the nest regardless of the presence of, or type of stimulus on their
box, demonstrating that this behaviour is linked to the experience of an acute threat. By contrast, latency
to enter was robust to most experimental treatments and variables, and more of the phenotypic variation
was explained by differences among individuals compared to inspection time (R = 0.25 compared to
R = 0.14 or R = 0.07 unadjusted). Moreover, latency to enter and inspection time did not correlate,
suggesting they do not form part of the same behavioural syndrome. Therefore inspection time may
not be a measure of risk aversion in the context of the bold–shy personality axis. Instead, inspection
time may have measured females’ decision-making time while they assessed the safety and contents
of the nest, a behaviour that was sensitive to a number of extrinsic factors. Inspection time increased
if birds were flushed from the nest, and decreased over successive presentations, indicating that this
behaviour is plastic depending on the context. The lack of covariation between behaviours thought
to measure risk-taking has previously been reported in great tits, suggesting that domain-specific as
opposed to domain-general processes may operate in order to serve different functions when assessing
risk [71]. Risk-taking behaviours may involve different underlying mechanisms depending on the
context, but whether these are physiological, cognitive or otherwise is uncertain. As a whole, these results
illustrate the importance of validating multiple behavioural measures when trying to ascertain whether
particular aversion behaviours are components of the same personality trait (see [26,72] for similar
arguments).

4.2. Fitness, current state and mechanisms
How individuals behave when they perceive a threat may determine whether they avoid predation, or
gain access to resources, two outcomes that have direct links with fitness (e.g. [73]). Here we showed
that in the context of latency to enter the nest-box, risk-prone females were in better body condition
and risk-prone individuals tended to have more fledglings than risk-averse females (independent of
their body condition). However, these results should be treated with caution because they were obtained
using model estimates of individual aversion that have the potential to lead to type I errors [61,62].
Nevertheless, we discuss what our results mean for our understanding of the significance of risk aversion
in the context of personality theory. The pace of life theory of personality states that differences in
risk aversion arise because of alternative life-history strategies, where risk-prone individuals prioritize
current reproductive investment at the potential cost of future investment, while those individuals at the
risk-averse end of the continuum do the opposite (e.g. [8,42,48]). Many empirical studies have focused on
these trade-offs in a wide variety of contexts including fecundity, growth and starvation (e.g. [11,74–76]).
In this study, although individuals that were quicker to enter the nest did not produce larger clutches
as predicted by the pace of life theory, they did lay earlier and tended to produce more fledglings.
However, there was no evidence they did so at the cost of their own viability, and on the contrary risk-
prone individuals were in better condition. Therefore, the causal relationship could have been that body
condition determined risk-taking behaviour and subsequent reproductive investment [5,9], in line with
state-dependent theory [5] and traditional optimal life-history theory [77–79]. Although not measured in
this study, physiological traits such as hormonal responses and metabolic rate would be informative
as to whether aversion behaviour was linked to life-history variation. Another explanation for links
between fitness traits and risk-taking is that risk-taking behaviour is linked to individual sensitivity
to environmental cues (e.g. [46,47]) and that risk-averse individuals may have been more sensitive to
reduced foraging opportunities or perceived reproductive potential. Indeed, on average females took
longer to return to the nest later in the season, suggesting they may have been more risk averse in
response to declining resource availability. Similarly, a link with body condition due to resource access
could have been caused by covariation between risk and competitive ability [80]. However, we found no
evidence that females were sensitive to their reproductive potential based on the number of eggs in their
nest, as latency to enter the nest was unrelated to clutch size.

Although our measure of repeatable aversion is limited within a single season only, latency to enter
has previously been reported to be related to exploration behaviour in another population [16], and was
found to be heritable [59]. However, although latency to enter, and to some extent inspection time may
be repeatable, their heritability may be very low or negligible, and most of the observed differences in
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risk-taking between individuals may have been caused by phenotypic plasticity, arising for example
because of temporary local conditions (reviewed in [81]) or because of permanent environment effects
during earlier life (e.g. [82,83]). Disentangling whether individual differences arise by selection acting
on additive genetic variation, or through phenotypic plasticity remains challenging [84]. Longitudinal
and experimental studies will be required to rule out confounding factors such as time of year and local
environmental conditions, and quantitative genetic analysis would be required to determine whether the
repeatability shown in this study has an additive genetic basis with consequences for microevolutionary
processes in the population. Moreover, our study cautions that the presence or lack of such relationships
can be dependent on the behaviour measured.

Ethics. This study was conducted under licences from the Health Products Regulatory Authority (AE19130_P017), the
National Parks and Wildlife Service (010/2016 and 004/2016) and the British Trust for Ornithology. The research
project received ethical approval from the Animal Welfare Body at University College Cork, and was in accordance
with the ASAB (Association for the Study of Animal Behaviour) Guidelines for the Treatment of Animals in
Behavioural Research and Teaching.
Data accessibility. Data can be accessed at the Dryad Digital Repository: (http://dx.doi.org/10.5061/dryad.rt83q) [85].
Authors’ contributions. G.L.D. designed and ran the experiment, and wrote the manuscript, with input from J.L.Q. M.S.R.,
J.M.S.C. and W.O.S. assisted with data collection. M.S.R., J.M.S.C. and W.O.S. provided feedback on manuscript drafts.
All authors gave final approval for publication.
Competing interests. The authors declare no competing interests.
Funding. G.L.D., M.S.R., J.M.S.C., W.O.S. and J.L.Q. have received funding from the European Research Council under
the European Union’s Horizon 2020 Programme (FP7/2007-2013)/ERC Consolidator Grant ‘Evoecocog’ Project No.
617509, awarded to J.L.Q., and Marie Curie Career Integration Grant PCIG12-GA-2012-334 383 awarded to J.L.Q.
Acknowledgements. We would like to thank Ivá de la Hera-Fernandez, Ipek Kulahci, Paul Whitelaw and Neil Coughlan
for their assistance with field work, Sara Leslie for assistance with video coding and field work, Alison Greggor for
insightful discussions, and Karen Cogan, Allen Whitaker and Luke Harman for technical support. We thank David
Westneat and one anonymous referee for constructive comments and suggestions during the review process.

References
1. Lima SL, Dill LM. 1990 Behavioral decisions made

under the risk of predation: a review and
prospectus. Can. J. Zool. 68, 619–640. (doi:10.1139/
z90-092)

2. Lima SL, Bednekoff PA. 1999 Temporal variation in
danger drives antipredator behavior: the predation
risk allocation hypothesis. Am. Nat. 153, 649–659.
(doi:10.1086/303202)

3. Davidson GL, Clayton NS, Thornton A. 2015 Wild
jackdaws, Corvus monedula, recognize individual
humans and may respond to gaze direction with
defensive behaviour. Anim. Behav. 108, 17–24.
(doi:10.1016/j.anbehav.2015.07.010)

4. Greggor AL, Thornton A, Clayton NS. 2015
Neophobia is not only avoidance: improving
neophobia tests by combining cognition and
ecology. Curr. Opin. Behav. Sci. 6, 82–89.
(doi:10.1016/j.cobeha.2015.10.007)

5. Sih A, Mathot KJ, Moiron M, Montiglio PO, Wolf M,
Dingemanse NJ. 2015 Animal personality and
state-behaviour feedbacks: a review and guide for
empiricists. Trends Ecol. Evol. 30, 50–60.
(doi:10.1016/j.tree.2014.11.004)

6. Reale D, Reader SM, Sol D, McDougall PT,
Dingemanse NJ. 2007 Integrating animal
temperament within ecology and evolution. Biol.
Rev. 82, 291–318. (doi:10.1111/j.1469-185X.2007.
00010.x)

7. Sih A, Bell A, Johnson JC. 2004 Behavioral
syndromes: an ecological and evolutionary
overview. Trends Ecol. Evol. 19, 372–378.
(doi:10.1016/j.tree.2004.04.009)

8. Wolf M, van Doorn GS, Leimar O, Weissing FJ. 2007
Life-history trade-offs favour the evolution of

animal personalities. Nature 447, 581–584.
(doi:10.1038/nature05835)

9. Dingemanse NJ, Wolf M. 2010 Recent models for
adaptive personality differences: a review. Phil.
Trans. R. Soc. B 365, 3947–3958. (doi:10.1098/
rstb.2010.0221)

10. Dingemanse NJ, Both C, Drent PJ, Tinbergen JM.
2004 Fitness consequences of avian personalities in
a fluctuating environment. Proc. R. Soc. Lond. B 271,
847–852. (doi:10.1098/rspb.2004.2680)

11. Quinn JL, Cole EF, Bates J, Payne RW, Cresswell W.
2012 Personality predicts individual responsiveness
to the risks of starvation and predation. Proc. R. Soc.
B 279, 1919–1926. (doi:10.1098/rspb.2011.
2227)

12. Archard GA, Braithwaite VA. 2010 The importance of
wild populations in studies of animal temperament.
J. Zool. 281, 149–160. (doi:10.1111/j.1469-7998.
2010.00714.x)

13. Dingemanse NJ, Kazem AJN, Reale D, Wright J. 2010
Behavioural reaction norms: animal personality
meets individual plasticity. Trends Ecol. Evol. 25,
81–89. (doi:10.1016/j.tree.2009.07.013)

14. Verbeek MEM, Drent PJ, Wiepkema PR. 1994
Consistent individual differences in early
exploratory behaviour of male great tits. Anim.
Behav. 48, 1113–1121. (doi:10.1006/anbe.1994.
1344)

15. Verbeek MEM, Boon A, Piet JD. 1996 Exploration,
aggressive behaviour and dominance in pair-wise
confrontations of juvenile male great tits. Behaviour
133, 945–963. (doi:10.1163/156853996X00314)

16. Cole EF, Quinn JL. 2014 Shy birds play it safe:
personality in captivity predicts risk responsiveness

during reproduction in the wild. Biol. Lett. 10,
20140178. (doi:10.1098/rsbl.2014.0178)

17. van Oers K, Drent PJ, de Goede P, van Noordwijk AJ.
2004 Realized heritability and repeatability of
risk-taking behaviour in relation to avian
personalities. Proc. R. Soc. Lond. B 271, 65.
(doi:10.1098/rspb.2003.2518)

18. Hollander FA, Van Overveld T, Tokka I, Matthysen E.
2008 Personality and nest defence in the great tit
(Parus major). Ethology 114, 405–412. (doi:10.1111/
j.1439-0310.2008.01488.x)

19. Jones KA, Godin JG. 2009 Are fast explorers slow
reactors? Linking personality type and
anti-predator behaviour. Proc. R. Soc. B 277,
625–632. (doi:10.1098/rspb.2009.1607)

20. Dingemanse NJ, Wright J, Kazem AJN, Thomas DK,
Hickling R, Dawnay N. 2007 Behavioural syndromes
differ predictably between 12 populations of
three-spined stickleback. J. Anim. Ecol. 76,
1128–1138. (doi:10.1111/j.1365-2656.2007.01284.x)

21. Griffin AS, Guez D. 2014 Innovation and problem
solving: a review of commonmechanisms. Behav.
Process. 109, 121–134. (doi:10.1016/j.beproc.2014.
08.027)

22. Schuett W, Laaksonen J, Laaksonen T. 2012
Prospecting at conspecific nests and exploration in a
novel environment are associated with reproductive
success in the jackdaw. Behav. Ecol. Sociobiol. 66,
1341–1350. (doi:10.1007/s00265-012-1389-1)

23. Carter AJ, Marshall HH, Heinsohn R, Cowlishaw G.
2012 How not to measure boldness: novel object
and antipredator responses are not the same in wild
baboons. Anim. Behav. 84, 603–609. (doi:10.1016/
j.anbehav.2012.06.015)

 on June 12, 2018http://rsos.royalsocietypublishing.org/Downloaded from 

http://dx.doi.org/10.5061/dryad.rt83q
http://dx.doi.org/10.1139/z90-092
http://dx.doi.org/10.1139/z90-092
http://dx.doi.org/10.1086/303202
http://dx.doi.org/10.1016/j.anbehav.2015.07.010
http://dx.doi.org/10.1016/j.cobeha.2015.10.007
http://dx.doi.org/10.1016/j.tree.2014.11.004
http://dx.doi.org/10.1111/j.1469-185X.2007.00010.x
http://dx.doi.org/10.1111/j.1469-185X.2007.00010.x
http://dx.doi.org/10.1016/j.tree.2004.04.009
http://dx.doi.org/10.1038/nature05835
http://dx.doi.org/10.1098/rstb.2010.0221
http://dx.doi.org/10.1098/rstb.2010.0221
http://dx.doi.org/10.1098/rspb.2004.2680
http://dx.doi.org/10.1098/rspb.2011.2227
http://dx.doi.org/10.1098/rspb.2011.2227
http://dx.doi.org/10.1111/j.1469-7998.2010.00714.x
http://dx.doi.org/10.1111/j.1469-7998.2010.00714.x
http://dx.doi.org/10.1016/j.tree.2009.07.013
http://dx.doi.org/10.1006/anbe.1994.1344
http://dx.doi.org/10.1006/anbe.1994.1344
http://dx.doi.org/10.1163/156853996X00314
http://dx.doi.org/10.1098/rsbl.2014.0178
http://dx.doi.org/10.1098/rspb.2003.2518
http://dx.doi.org/10.1111/j.1439-0310.2008.01488.x
http://dx.doi.org/10.1111/j.1439-0310.2008.01488.x
http://dx.doi.org/10.1098/rspb.2009.1607
http://dx.doi.org/10.1111/j.1365-2656.2007.01284.x
http://dx.doi.org/10.1016/j.beproc.2014.08.027
http://dx.doi.org/10.1016/j.beproc.2014.08.027
http://dx.doi.org/10.1007/s00265-012-1389-1
http://dx.doi.org/10.1016/j.anbehav.2012.06.015
http://dx.doi.org/10.1016/j.anbehav.2012.06.015
http://rsos.royalsocietypublishing.org/


12

rsos.royalsocietypublishing.org
R.Soc.opensci.5:172218

................................................
24. Brown GE, Elvidge CK, Ramnarine I, Chivers DP,

Ferrari MCO. 2014 Personality and the response to
predation risk: effects of information quantity and
quality. Anim. Cogn. 17, 1063–1069. (doi:10.1007/
s10071-014-0738-z)

25. Greggor AL, Jolles JW, Thornton A, Clayton NS. 2016
Seasonal changes in neophobia and its consistency
in rooks: the effect of novelty type and dominance
position. Anim. Behav. 121, 11–20. (doi:10.1016/
j.anbehav.2016.08.010)

26. Carter AJ, Feeney WE, Marshall HH, Cowlishaw G,
Heinsohn R. 2013 Animal personality: what are
behavioural ecologists measuring? Biol. Rev. 88,
465–475. (doi:10.1111/brv.12007)

27. Dingemanse NJ et al. 2009 Individual experience
and evolutionary history of predation affect
expression of heritable variation in fish personality
and morphology. Proc. R. Soc. B 276, 20081555.
(doi:10.1098/rspb.2008.1555)

28. Davidson GL, Butler S, Fernández-Juricic E, Thornton
A, Clayton NS. 2013 Gaze sensitivity: function and
mechanisms from sensory and cognitive
perspectives. Anim. Behav. 87, 3–15. (doi:10.1016/
j.anbehav.2013.10.024)

29. Davidson GL, Clayton NS. 2016 New perspectives in
gaze sensitivity research. Learn. Behav. 44, 9–17.
(doi:10.3758/s13420-015-0204-z)

30. Stevens M, Hardman CJ, Stubbings CL. 2008
Conspicuousness, not eye mimicry, makes ‘eyespots’
effective antipredator signals. Behav. Ecol. 19,
525–531. (doi:10.1093/beheco/arm162)

31. Carter J, Lyons NJ, Cole HL, Goldsmith AR. 2008
Subtle cues of predation risk: starlings respond to a
predator’s direction of eye-gaze. Proc. R. Soc. B 275,
1709–1715. (doi:10.1098/rspb.2008.0095)

32. von Bayern AM, Emery NJ. 2009 Jackdaws respond
to human attentional states and communicative
cues in different contexts. Curr. Biol. 19, 602–606.
(doi:10.1016/j.cub.2009.02.062)

33. Burger J, Gochefeld M, Murray Jr BG. 1991 Role of a
predator’s eye size in risk perception by basking
black iguana, Ctenosaura similis. Anim. Behav. 42,
471–476. (doi:10.1016/S0003-3472(05)80046-6)

34. Scaife M. 1976 The response to eye-like shapes by
birds II. The importance of staring, pairedness and
shape. Anim. Behav. 24, 200–206. (doi:10.1016/
S0003-3472(76)80116-9)

35. Jones RB. 1980 Reactions of male domestic chicks to
two-dimensional eye-like shapes. Anim. Behav. 28,
212–218. (doi:10.1016/S0003-3472(80)80025-X)

36. Bona SD, Valkonen JK, Lopez-Sepulcre A, Mappes J.
2015 Predator mimicry, not conspicuousness,
explains the efficacy of butterfly eyespots. Proc. R.
Soc. B 282, 20150202. (doi:10.1098/rspb.2015.0202)

37. Lee WY, Han YD, Si L, Jablonski PG, Jung JW, Kim
JH. 2016 Antarctic skuas recognize individual
humans. Anim. Cogn. 19, 861–865. (doi:10.1007/
s10071-016-0970-9)

38. Lee W, Si L, Choe J, Jablonski P. 2011 Wild birds
recognize individual humans: experiments on
magpies, Pica pica. Anim. Cogn. 14, 817–825.
(doi:10.1007/s10071-011-0415-4)

39. Levey DJ et al. 2009 Urban mockingbirds quickly
learn to identify individual humans. Proc. Natl Acad.
Sci. USA 106, 8959–8962. (doi:10.1073/pnas.
0811422106)

40. Marzluff JM, Walls J, Cornell HN, Withey JC, Craig
DP. 2010 Lasting recognition of threatening people

by wild American crows. Anim. Behav. 79, 699–707.
(doi:10.1016/j.anbehav.2009.12.022)

41. Wolf M, Weissing FJ. 2010 An explanatory
framework for adaptive, personality differences.
Phil. Trans. R. Soc. B 365, 3959–3968. (doi:10.1098/
rstb.2010.0215)

42. Biro PA, Stamps JA. 2008 Are animal personality
traits linked to life-history productivity? Trends Ecol.
Evol. 23, 361–368. (doi:10.1016/j.tree.2008.
04.003)

43. Luttbeg B, Sih A. 2010 Risk, resources and
state-dependent adaptive behavioural syndromes.
Phil. Trans. R. Soc. B 365, 3977–3990. (doi:10.1098/
rstb.2010.0207)

44. Careau V, Reale D, Humphries MM, Thomas DW.
2010 The pace of life under artificial selection:
personality, energy expenditure and longevity are
correlated in domestic dogs. Am. Nat. 175, 753–758.
(doi:10.1086/652435)

45. Adriaenssens B, Johnsson JI. 2011 Shy trout grow
faster: exploring links between personality and
fitness-related traits in the wild. Behav. Ecol. 22,
135–143. (doi:10.1093/beheco/arq185)

46. Koolhaas JM et al. 1999 Coping styles in animals:
current status in behavior and stress-physiology.
Neurosci. Biobehav. Rev. 23, 925–935. (doi:10.1016/
S0149-7634(99)00026-3)

47. Sih A, Bell A, Johnson J, Ziemba R. 2004 Behavioral
syndromes: an integrative overview. Q. Rev. Biol. 79,
241–277. (doi:10.1086/422893)

48. Reale D, Garant D, Humphries MM, Bergeron P,
Careau V, Montiglio P-O. 2010 Personality and the
emergence of the pace-of-life syndrome
concept at the population level. Phil. Trans. R.
Soc. B 365, 4051–4063. (doi:10.1098/rstb.2010.
0208)

49. Bridger D, Bonner SJ, Briffa M. 2015 Individual
quality and personality: bolder males are less
fecund in the hermit crab Pagurus bernhardus. Proc.
R. Soc. B 282, 20142492. (doi:10.1098/rspb.2014.
2492)

50. Dubuc-Messier G, Rale D, Perret P, Charmantier A.
2017 Environmental heterogeneity and population
differences in blue tits personality traits. Behav.
Ecol. 28, 448–459.

51. Smith BR, Blumstein DT. 2008 Fitness consequences
of personality: a meta-analysis. Behav. Ecol. 19,
448–455. (doi:10.1093/beheco/arm144)

52. Vrublevska J, Krama T, Rantala MJ, Mierauskas P,
Freeberg TM, Krams IA. 2015 Personality and density
affect nest defence and nest survival in the great tit.
Acta Ethol. 18, 111–120. (doi:10.1007/s10211-014-
0191-7)

53. Greggor AL, Spencer KA, Clayton NS, Thornton A.
2017 Wild jackdaws’ reproductive success and their
offspring’s stress hormones are connected to
provisioning rate and brood size, not to parental
neophobia. Gen. Comp. Endocrinol. 243, 70–77.
(doi:10.1016/j.ygcen.2016.11.006)

54. Hinde RA. 1952 The behaviour of the great tit (Parus
major) and some other related species. Leiden, The
Netherlands: E.J. Brill.

55. Bates D et al. 2015 lme4: Linear mixed-effects
models using Eigen and S4 [computer program].
Version R package version 1.1-6 2014.

56. R Core Team. 2011 R: a language and environment for
statistical computing. Vienna, Austria: R Foundation
for Statistical Computing.

57. Horthorn T, Bretx F, Westfall P. 2008 Simultaneous
inference in general parametric models. Biom. J. 50,
346–363. (doi:10.1002/bimj.200810425)

58. Nakagawa S, Schielzeth H. 2010 Repeatability for
Gaussian and non-Gaussian data: a practical guide
for biologists. Biol. Rev. 85, 935–956.

59. Quinn JL, Patrick SC, Bouwhuis S, Wilkin TA,
Sheldon BC. 2009 Heterogeneous selection on a
heritable temperament trait in a variable
environment. J. Anim. Ecol. 78, 1203–1215.
(doi:10.1111/j.1365-2656.2009.01585.x)

60. Dingemanse NJ, Dochtermann NA. 2013 Quantifying
individual variation in behaviour: mixed-effect
modelling approaches. J. Anim. Ecol. 82, 39–54.
(doi:10.1111/1365-2656.12013)

61. Hadfield J, Wilson A, Garant D, Sheldon B, Kruuk L.
2010 The misuse of BLUP in ecology and evolution.
Am. Nat. 175, 116–125. (doi:10.1086/648604)

62. Houslay TM, Wilson AJ. 2017 Avoiding the misuse of
BLUP in behavioural ecology. Behav. Ecol. 28,
948–952. (doi:10.1093/beheco/arx023)

63. Verhulst S, Nilsson J. 2008 The timing of birds’
breeding seasons: a review of experiments that
manipulated timing of breeding. Phil. Trans. R. Soc.
B 363, 399–410. (doi:10.1098/rstb.2007.
2146)

64. Peig J, Green AJ. 2009 New perspectives for
estimating body condition frommass/length data:
the scaled mass index as an alternative method.
Oikos 118, 1883–1891. (doi:10.1111/j.1600-0706.
2009.17643.x)

65. Peig J, Green AJ. 2010 The paradigm of body
condition: a critical reappraisal of current methods
based on mass and length. Funct. Ecol. 24,
1323–1332. (doi:10.1111/j.1365-2435.2010.
01751.x)

66. Baugh AT, Schaper SV, Hau M, Cockrem JF, de Goede
P, van Oers K. 2012 Corticosterone responses differ
between lines of great tits (Parus major) selected
for divergent personalities. Gen. Comp. Endocrinol.
175, 488–494. (doi:10.1016/j.ygcen.2011.12.012)

67. Groothuis TGG, Carere C. 2005 Avian personalities:
characterization and epigenesis. Neurosci. Biobehav.
Rev. 29, 137–150. (doi:10.1016/j.neubiorev.2004.
06.010)

68. Sol D, Griffin AS, Bartomeus I, Boyce H. 2011
Exploring or avoiding novel food resources? The
novelty conflict in an invasive bird. PLoS ONE 6,
e19535. (doi:10.1371/journal.pone.0019535)

69. Greggor AL, Clayton NS, Fulford AJC, Thornton A.
2016 Street smart: faster approach towards litter in
urban areas by highly neophobic corvids and less
fearful birds. Anim. Behav. 117, 123–133.
(doi:10.1016/j.anbehav.2016.03.029)

70. Bell AM, Henderson L, Huntingford FA. 2010
Behavioral and respiratory responses to stressors in
multiple populations of three-spined sticklebacks
that differ in predation pressure. J. Comp. Physiol. B
180, 211–220. (doi:10.1007/s00360-009-0395-8)

71. Moldoff DE, Westneat DF. 2017 Foraging sparrows
exhibit individual differences but not a syndrome
when responding to multiple kinds of novelty.
Behav. Ecol. 28, 732–743. (doi:10.1093/beheco/
arx014)

72. Gosling SD. 2001 Frommice to men: what can we
learn about personality from animal research?
Psychol. Bull. 127, 45–86. (doi:10.1037/0033-2909.
127.1.45)

 on June 12, 2018http://rsos.royalsocietypublishing.org/Downloaded from 

http://dx.doi.org/10.1007/s10071-014-0738-z
http://dx.doi.org/10.1007/s10071-014-0738-z
http://dx.doi.org/10.1016/j.anbehav.2016.08.010
http://dx.doi.org/10.1016/j.anbehav.2016.08.010
http://dx.doi.org/10.1111/brv.12007
http://dx.doi.org/10.1098/rspb.2008.1555
http://dx.doi.org/10.1016/j.anbehav.2013.10.024
http://dx.doi.org/10.1016/j.anbehav.2013.10.024
http://dx.doi.org/10.3758/s13420-015-0204-z
http://dx.doi.org/10.1093/beheco/arm162
http://dx.doi.org/10.1098/rspb.2008.0095
http://dx.doi.org/10.1016/j.cub.2009.02.062
http://dx.doi.org/10.1016/S0003-3472(05)80046-6
http://dx.doi.org/10.1016/S0003-3472(76)80116-9
http://dx.doi.org/10.1016/S0003-3472(76)80116-9
http://dx.doi.org/10.1016/S0003-3472(80)80025-X
http://dx.doi.org/10.1098/rspb.2015.0202
http://dx.doi.org/10.1007/s10071-016-0970-9
http://dx.doi.org/10.1007/s10071-016-0970-9
http://dx.doi.org/10.1007/s10071-011-0415-4
http://dx.doi.org/10.1073/pnas.0811422106
http://dx.doi.org/10.1073/pnas.0811422106
http://dx.doi.org/10.1016/j.anbehav.2009.12.022
http://dx.doi.org/10.1098/rstb.2010.0215
http://dx.doi.org/10.1098/rstb.2010.0215
http://dx.doi.org/10.1016/j.tree.2008.04.003
http://dx.doi.org/10.1016/j.tree.2008.04.003
http://dx.doi.org/10.1098/rstb.2010.0207
http://dx.doi.org/10.1098/rstb.2010.0207
http://dx.doi.org/10.1086/652435
http://dx.doi.org/10.1093/beheco/arq185
http://dx.doi.org/10.1016/S0149-7634(99)00026-3
http://dx.doi.org/10.1016/S0149-7634(99)00026-3
http://dx.doi.org/10.1086/422893
http://dx.doi.org/10.1098/rstb.2010.0208
http://dx.doi.org/10.1098/rstb.2010.0208
http://dx.doi.org/10.1098/rspb.2014.2492
http://dx.doi.org/10.1098/rspb.2014.2492
http://dx.doi.org/10.1093/beheco/arm144
http://dx.doi.org/10.1007/s10211-014-0191-7
http://dx.doi.org/10.1007/s10211-014-0191-7
http://dx.doi.org/10.1016/j.ygcen.2016.11.006
http://dx.doi.org/10.1002/bimj.200810425
http://dx.doi.org/10.1111/j.1365-2656.2009.01585.x
http://dx.doi.org/10.1111/1365-2656.12013
http://dx.doi.org/10.1086/648604
http://dx.doi.org/10.1093/beheco/arx023
http://dx.doi.org/10.1098/rstb.2007.2146
http://dx.doi.org/10.1098/rstb.2007.2146
http://dx.doi.org/10.1111/j.1600-0706.2009.17643.x
http://dx.doi.org/10.1111/j.1600-0706.2009.17643.x
http://dx.doi.org/10.1111/j.1365-2435.2010.01751.x
http://dx.doi.org/10.1111/j.1365-2435.2010.01751.x
http://dx.doi.org/10.1016/j.ygcen.2011.12.012
http://dx.doi.org/10.1016/j.neubiorev.2004.06.010
http://dx.doi.org/10.1016/j.neubiorev.2004.06.010
http://dx.doi.org/10.1371/journal.pone.0019535
http://dx.doi.org/10.1016/j.anbehav.2016.03.029
http://dx.doi.org/10.1007/s00360-009-0395-8
http://dx.doi.org/10.1093/beheco/arx014
http://dx.doi.org/10.1093/beheco/arx014
http://dx.doi.org/10.1037/0033-2909.127.1.45
http://dx.doi.org/10.1037/0033-2909.127.1.45
http://rsos.royalsocietypublishing.org/


13

rsos.royalsocietypublishing.org
R.Soc.opensci.5:172218

................................................
73. Lind J, Cresswell W. 2005 Determining the fitness

consequences of antipredation behavior. Behav.
Ecol. 16, 945–956. (doi:10.1093/beheco/ari075)

74. Jones RB, Satterlee DG, Marks HL. 1997 Fear-related
behaviour in Japanese quail divergently selected for
body weight. Appl. Anim. Behav. Sci. 52, 87–98.
(doi:10.1016/S0168-1591(96)01146-X)

75. Sinn D, Apioloza LA, Moltschaniwsky NA. 2006
Heritability and fitness-related consequences of
squid personality traits. J. Evol. Biol. 19, 1437–1447.
(doi:10.1111/j.1420-9101.2006.01136.x)

76. Brown C, Braithwaite VA. 2007 Correlation between
boldness and body mass in natural populations of
the poeciliiid Brachyrhaphis episcopi. J. Fish Biol.
71, 1590–1601. (doi:10.1111/j.1095-8649.2007.
01627.x)

77. Winkler DW. 1987 A general model for parental
care. Am. Nat. 130, 526–543. (doi:10.1086/
284729)

78. Stearns SC. 1989 Trade-offs in life-history evolution.
Funct. Ecol. 3, 259–268. (doi:10.2307/238
9364)

79. Wendeln H, Becker PH. 1999 Effects of parental
quality and effort on the reproduction of common
terns. J. Anim. Ecol. 68, 205–214. (doi:10.1046/
j.1365-2656.1999.00276.x)

80. Cole EF, Quinn JL. 2012 Personality and
problem-solving performance explain competitive
ability in the wild. Proc. R. Soc. B 279, 1168–1175.
(doi:10.1098/rspb.2011.1539)

81. Nussey DH, Wilson AJ, Brommer JE. 2007 The
evolutionary ecology of individual phenotypic
plasticity in wild populations. J. Evol. Biol. 20,
831–844. (doi:10.1111/j.1420-9101.2007.
01300.x)

82. Dingemanse NJ et al. 2012 Variation in personality
and behavioural plasticity across four populations
of the great tit Parus major. J. Anim. Ecol.

81, 116–126. (doi:10.1111/j.1365-2656.2011.
01877.x)

83. Quinn JL, Cole EF, Reed TE, Morand-Ferron J. 2016
Environmental and genetic determinants of
innovativeness in a natural population of birds. Phil.
Trans. R. Soc. B 371, 20150184. (doi:10.1098/rstb.
2015.0184)

84. Niemela PT, Dingemanse NJ, Alioravainen N,
Vainikka A, Kortet R. 2013 Personality pace-of-life
hypothesis: testing genetic associations among
personality and life history. Behav. Ecol. 24,
935–941. (doi:10.1093/beheco/art014)

85. Davidson GL, Reichert MS, Crane MS, O’Shea W,
Quinn JL. 2018 Data from: Repeatable aversion
across threat types is linked with life history traits
but is dependent on how aversion is measured.
Dryad Digital Repository. (doi:10.5061/dryad.
rt83q)

 on June 12, 2018http://rsos.royalsocietypublishing.org/Downloaded from 

http://dx.doi.org/10.1093/beheco/ari075
http://dx.doi.org/10.1016/S0168-1591(96)01146-X
http://dx.doi.org/10.1111/j.1420-9101.2006.01136.x
http://dx.doi.org/10.1111/j.1095-8649.2007.01627.x
http://dx.doi.org/10.1111/j.1095-8649.2007.01627.x
http://dx.doi.org/10.1086/284729
http://dx.doi.org/10.1086/284729
http://dx.doi.org/10.2307/2389364
http://dx.doi.org/10.2307/2389364
http://dx.doi.org/10.1046/j.1365-2656.1999.00276.x
http://dx.doi.org/10.1046/j.1365-2656.1999.00276.x
http://dx.doi.org/10.1098/rspb.2011.1539
http://dx.doi.org/10.1111/j.1420-9101.2007.01300.x
http://dx.doi.org/10.1111/j.1420-9101.2007.01300.x
http://dx.doi.org/10.1111/j.1365-2656.2011.01877.x
http://dx.doi.org/10.1111/j.1365-2656.2011.01877.x
http://dx.doi.org/10.1098/rstb.2015.0184
http://dx.doi.org/10.1098/rstb.2015.0184
http://dx.doi.org/10.1093/beheco/art014
http://dx.doi.org/10.5061/dryad.rt83q
http://dx.doi.org/10.5061/dryad.rt83q
http://rsos.royalsocietypublishing.org/

	Introduction
	Material and methods
	Study site and nest-boxes
	Experimental procedure
	Statistical analysis

	Results
	Behavioural responses
	Individual repeatability
	Fitness measures and latency to enter

	Discussion
	Risk aversion, context and consistency
	Fitness, current state and mechanisms

	References

