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ABSTRACT
Collisions between birds and aircraft cause bird mortality, economic damage, and
aviation safety hazards. One proposed solution to increasing the distance at which
birds detect and move away from an approaching aircraft, ultimately mitigating the
probability of collision, is through onboard lighting systems. Lights in vehicles have
been shown to lead to earlier reactions in some bird species but they could also generate
attraction, potentially increasing the probability of collision. Using information on
the visual system of the Canada goose (Branta canadensis), we developed light stimuli
of high chromatic contrast to their eyes. We then conducted a controlled behavioral
experiment (i.e., single-choice test) to assess the avoidance or attraction responses of
Canada geese to LED lights of different wavelengths (blue, 483 nm; red, 631 nm) and
pulsing frequencies (steady, pulsing at 2 Hz). Overall, Canada geese tended to avoid the
blue light andmove towards the red light; however, these responses depended heavily on
light exposure order. At the beginning of the experiment, geese tended to avoid the red
light. After further exposure the birds developed an attraction to the red light, consistent
with the mere exposure effect. The response to the blue light generally followed a
U-shape relationship (avoidance, attraction, avoidance) with increasing number of
exposures, again consistent with the mere exposure effect, but followed by the satiation
effect. Lights pulsing at 2 Hz enhanced avoidance responses under high ambient light
conditions; whereas steady lights enhanced avoidance responses under dim ambient
light conditions. Our results have implications for the design of lighting systems aimed
atmitigating collisions between birds and human objects. LED lights in the blue portion
of the spectrum are good candidates for deterrents and lights in the red portion of
the spectrum may be counterproductive given the attraction effects with increasing
exposure. Additionally, consideration should be given to systems that automatically
modify pulsing of the light depending on ambient light intensity to enhance avoidance.
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INTRODUCTION
Globally, avian populations are declining (Lees et al., 2022). Estimates from both North
America and Europe, respectively, reported decreases in avian abundance of 27–30%
(1970–2017; Rosenberg et al., 2019) and 17–19% (1980–2018; Burns et al., 2021) due to
different anthropogenic sources (Lees et al., 2022; Loss, Will & Marra, 2015). The third
highest anthropogenic source of direct avian mortality is collisions with vehicles, behind
cat predation and collisions with buildings. In the US alone, vehicles are estimated to
annually kill between 88.7 to 339.8 million individuals (Loss, Will & Marra, 2014; Loss, Will
& Marra, 2015). A subset of those vehicle collisions includes collisions between aircraft and
birds, hereafter bird strikes, which occur around the globe (Australian Transportation Safety
Bureau, 2019; Dolbeer et al., 2023; Sarkheil, Talaeian Eraghi & Vatan Khah, 2021). Besides
the loss of birds, bird strikes cause substantial economic damage and pose a major safety
hazard to aviation (Allan, 2000; DeVault et al., 2018; Dolbeer et al., 2023). The estimated
annual cost of bird strikes is $205 million dollars in the U.S, and $1.2 billion dollars globally
(Allan, 2000; Dolbeer et al., 2023). Additionally, over a 31-year period, bird strikes have
been the cause of the destruction of 271 aircraft and 292 human fatalities (Dolbeer et al.,
2023).

Airport wildlife management programs aim to mitigate the risk of bird strikes,
but are limited to the spatial jurisdiction of the airfield and the immediate airport
surroundings (Blackwell et al., 2009a; Blackwell et al., 2012; Dolbeer, 2011). There are no
specific bird-deterrence practices in place outside of the airport property (Federal Aviation
Administration, 2018). An idea originally proposed in the 1970’s (Lustick, 1973; Larkin et al.,
1975) that gainedmore attention in recent decades (Blackwell, 2002;Blackwell & Fernández-
Juricic, 2013) to help minimize the risk of bird strikes is the use of onboard lighting systems
(Blackwell & Bernhardt, 2004). In principle, onboard lighting could increase the distance at
which birds first detect and draw their attention to an approaching aircraft (Blackwell et al.,
2009b; Blackwell et al., 2012; Blackwell & Fernández-Juricic, 2013). The increase in detection
distance would provide more time for the animal to enact an avoidance response and if
the object is perceived as threatening provoke a relatively longer escape distance (i.e., flight
initiation distance (FID)), ultimately reducing the probability of collision (Blackwell et al.,
2009b; Blackwell et al., 2012;Doppler et al., 2015). Typically, cues that animals perceive to be
threatening, from an antipredator theory perspective (Caro, 2005) include direct approach
(i.e., a collision course), fast approach speed, and object size (Stankowich & Blumstein,
2005). However, the application of antipredator theory to predict behavioral responses
should be used cautiously (Lunn et al., 2022). For example, a fast-moving vehicle might
not be perceived as the same amount of risk as a fast-moving predator (see also DeVault et
al., 2015).

Special consideration is required when developing visual stimuli such as lights to
stimulate the avian visual system, as opposed to the human visual system. Birds visually
perceive their world differently from humans (Cuthill et al., 2006), with substantial
variation among different bird species (Hart, 2001;Hart & Hunt, 2007;Dolan & Fernández-
Juricic, 2010). Therefore, it is necessary to understand the visual sensory and cognitive
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perspectives of the target species to establish (a) the range over which the visual stimulus
is not only detectable but salient enough to elicit a behavioral response, and (b) that the
behavioral response aligns with the management goal (i.e., the light stimulus leads to
avoidance behavior instead of attraction behavior or no response) (Blackwell & Fernández-
Juricic, 2013; Elmer et al., 2021; Fernández-Juricic, 2016). Mathematical models that utilize
specific properties of the visual system of the target species can emulate the processing
of visual stimuli in the sensory system (e.g., receptor-noise limited model, visual acuity
estimates) allowing us to estimate detection distance or stimulus saliency (Pettigrew et
al., 1988; Vorobyev et al., 2001; Vorobyev & Osorio, 1998). These models have yielded the
distances at which objects of a certain size could be initially resolved (Tisdale & Fernández-
Juricic, 2009; Tyrrell et al., 2013) as well as specific wavelengths of light that would tend
to stimulate the visual system more relative to the environmental background (Doppler
et al., 2015; Goller et al., 2018). Both of which potentially affect animal decision-making.
Standardized behavioral assays that quantitatively measure avoidance/attraction responses
are necessary to explicitly evaluate whether responses to candidate lights indeed lead
to avoidance behavior (Blackwell et al., 2009a; Blackwell et al., 2009b; Doppler et al., 2015;
Goller et al., 2018; Goller et al., 2018). For instance, Goller et al. (2018) found that of five
different candidate LED lights with high levels of visual stimulation, only blue (464 nm) and
red lights (633 nm) caused avoidance behavior in the Brown-headed cowbird (Molothrus
ater).

Standardized behavioral assays offer some benefits in the process of developing novel
stimuli for avian deterrence purposes. First, these assays allow for the serial control of
multiple confounding factors (i.e., satiation levels, body condition, ambient light, identity
of individuals, etc.) that could influence behavioral responses. Controlled conditions are
essential to narrow down the basic behavioral response to the stimulus before establishing
whether such a response is augmented in the presences of other confounding factors.
This behavioral assay process is necessary to conclude whether the chosen stimulus can be
effective under different environmental and ecological conditions (Dominoni et al., 2020;
Elmer et al., 2021; Emerson et al., 2022). Second, standardized behavioral assays provide
the opportunity to examine the existence of habituation or sensitization to treatments
via repeated exposure to the same individuals (Blumstein, 2016; Rankin et al., 2009). If
a stimulus generates avoidance responses upon the first exposure, but that response
extinguishes over repeated exposures, leading to an insufficient response or no response at
all, continued development of new stimuli related technology might not be cost-effective.
Third, standardized behavioral assays can be used for multiple, rapid evidence-based tests
of different stimuli to expedite the development of avian deterrents (Goller et al., 2018;
Thady, Emerson & Swaddle, 2022). Fourth, standardized behavioral assays allow for the
quantification of the probability of avoidance to the stimuli, which can be used to inform
modeling approaches to estimate the relative risk of bird strikes given different stimuli
treatments (Ghazaoui et al., 2023; Lunn et al., 2022).

The goal of our study was to evaluate behavioral responses of Canada geese (Branta
canadensis) to light stimuli that are visually salient to their eyes. To date, lights of high
chromatic contrast to the Brown-headed cowbird’s visual system have been shown to both
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incite avoidance responses and enhance the distance animals become aware of approaching
vehicles (Doppler et al., 2015; Goller et al., 2018). However, several studies have shown
bird attraction to different light sources (Poot et al., 2008; Reed, Sincock & Hailman, 1985;
Syposz et al., 2021). If birds are attracted to light stimuli (i.e., moving towards the light)
then lights on aircraft might actually increase the probability of collision. We set out to
explicitly test behaviorally the avoidance or attraction response of Canada geese to lights
of high chromatic contrast relative to their visual system in a standardized behavioral
experiment using a single-choice test.

We chose this species because (1) bird strikes involving geese are particularly costly
and (2) pose a substantial threat to the safety of the aircraft and ultimately its passengers
(DeVault et al., 2018; Dolbeer et al., 2023). We used a visual contrast model (Vorobyev &
Osorio, 1998) to choose two lights with wavelengths of high chromatic contrast to the
visual system of Canada geese. Additionally, we decided to test steady and pulsing lights
at 2 Hz based on previous evidence that variations in the light pulsing frequency can
influence detection and escape responses in birds (Blackwell et al., 2009b; Blackwell et al.,
2012; Doppler et al., 2015). We were interested in the effects of light wavelength, pulsing
frequency, and their interaction. We used a repeated measures design that allowed us to
test individual responses upon repeated exposure to different light treatments.

Wemeasured the following behavioral responses of Canada geese: probability of avoiding
the light, latency to respond to the light, and the rate of change in both head and body
orientation before making a choice. The latency to respond can have bearing on how
fast animals can engage in avoidance maneuvers when confronted with an approaching
threat. Head orientation changes are a proxy for how an animal allocates visual attention
to a given stimuli (Dawkins, 2002; Fernández-Juricic & Kowalski, 2011). Metrics of visual
attention have implications for how geese visually explore lights of different wavelength and
pulsing frequency. Additionally, animals might adjust body orientation to either gather
information or alter their path trajectory in response to a stimulus (Fernández-Juricic,
Erichsen & Kacelnik, 2004; Fernández-Juricic & Kowalski, 2011; Gatesy & Biewener, 1991;
Kaby & Lind, 2003). Given that our experiment was exploratory, we had no a-priori
predictions about how Canada goose behavior would change in response to our different
lighting treatments.

MATERIALS & METHODS
Preprint text
We deposited an initial version of this manuscript in the EcoEvoRxiv preprint server (Lunn
et al., 2023). As a result this manuscript, which has been peer reviewed, shares a large
proportion of text with its preprint predecessor. The preprint can be accessed with the
following link: https://doi.org/10.32942/X23029.

Overview
We conducted our experiment in semi-natural conditions (i.e., an enclosed experimental
arena outdoors) at Purdue University’s Ross Biological Reserve (40◦24′35.16′′N,
87◦4′9.71′′W). We ran the trials over the course of 11 different days from December
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17th 2020 to January 19th 2021, outside of the migratory season (Tacha et al., 1991; Wege
& Raveling, 1984), between 9:30 am and 5:00 pm.

Animal husbandry
We used 23 Canada geese collected from Marion County, IN, that were designated for
euthanasia as part of the state of Indiana’s Canada geese Management program (Indiana
Department of Natural Resources, 2021). Individual geese were identified with a randomized
combination of colored leg bands (size 14 plastic bandettes; National Band&TagCompany,
https://www.nationalband.com/) and a single numbered leg band. We housed the geese
outdoors at the Ross Biological Reserve in a 6.10-m wide × 10.67-m long × 2.44-m tall
outdoor enclosure with ad libitum water and food (cracked corn and Purina™ gamebird
maintenance chow).We also provided pools of water for enrichment and bathing purposes.
The geese were also provided with string attached to the walls of the aviary which served
as pecking distractors and additional enrichment. We euthanized animals in the event of
serious bodily injury or illness (i.e., 24 h or more of inactivity) via lethal injection with a
1mL/4.5 kg dose of Beuthanasia. No animals were euthanized as a result of our study. Upon
conclusion of the experiment the animals were retained to be used as subjects for future
behavioral experiments. Our experimental procedures were approved by the Institutional
Animal Care and Use Committee at Purdue University (IACUC# 1401001019).

Experimental arena
Following Goller et al. (2018), we used a single-choice test experimental design, also
known as a ‘‘no choice’’ test (Dougherty, 2020; Rosenthal, 2017), to explicitly evaluate the
avoidance response of Canada geese to light stimuli of different peak wavelengths and
pulsing frequencies. Single-choice tests are common in the mate-choice literature and
similar in concept to a ‘T’ and ‘Y’ maze where in a symmetrical arena a single individual is
exposed to a single stimulus on one side of the arena, such as a potential live mate or audio
recordings of a potential mate (D’Isa, Comi & Leocani, 2021; Dougherty, 2020; Rosenthal,
2017; Wagner, 1998). Behavioral responses to the stimulus, such as latency to approach,
direction of movement, duration of attention, copulation displays, avoidance, etc. are often
used as criteria to assess attraction to the stimulus (Amdam, & Hovland, 2011; Ronald,
Fernández-Juricic & Lucas, 2012;Wagner, 1998; Yorzinski et al., 2013).

Our single-choice test consisted of releasing a single Canada goose into an arena with a
light stimulus on one side and an inoperable light panel on the other side. As individuals
moved through the arena, they eventually reached a partition that split the pathway
into a left and right side forcing individuals to make a directional choice either towards
or away from the light stimulus (Fig. 1A). We used this directional choice as a proxy to
establish attraction or avoidance responses to the light.When approached by threats such as
high-speed aircraft, animals are often forced to make a directional responses in attempting
to escape, which has potential implications for whether a collision occurs (Bernhardt et al.,
2010).

The arena was oriented so that as the individual birds moved through the arena they
moved from west to east (Fig. 1A). The experimental arena was 9.76 m long, 3.66 m wide
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Figure 1 Diagrams of the behavioral experiment. (A) Schematics of the single choice preference test
arena used in this experiment. (B) A schematic representation of the behaviors noted when measuring
head orientation and body orientation accompanied with sequential pictures of actual changes in head
and body movement from a goose that was exposed to a blue light stimulus.

Full-size DOI: 10.7717/peerj.16379/fig-1

at the largest width, and 2.44 m tall throughout and was built on level ground in a forest
clearing. The walls of the arena were constructed from 1.27 cm pressure treated plywood
sheathing. The sides of the arena were covered in DuraWeb Geotextile landscape fabric.
The top of the arena was covered with two layers of Polar Plastics multi-purpose 4-mil
clear poly plastic sheeting to make the top of the arena visually homogeneous while still
allowing light to enter into the arena. The arena had four different sections. The animal
started in the release enclosure (61 cm × 61 cm × 61 cm) which had a wooden frame
covered in 1.27 cm galvanized hardware cloth and then wrapped completely in DuraWeb
Geotextile landscape fabric to prevent the animal from having visual access to the arena
prior to being released.

We placed the animal inside of the release enclosure prior to the trial to provide time
for the animal to acclimate (2–3 mins). The opening of the release enclosure was then
moved into place alongside section 1 of the arena (Fig. 1A). The release enclosure was
positioned exactly 61 cm from the walls in section 1 to standardize the position of the
animal’s entrance into the arena and minimize the possibility of side bias. Section 1 was
2.44 m long and 1.83 m wide, within which the animal was free to move throughout. Our
protocol included removing any bird that failed to become calm or spent time probing the
enclosure for escape.

As the animal moved east, away from the release enclosure into the arena, it eventually
moved into section 2. In section 2, the width of the arena doubled to 3.66 m, with the
length of 2.44 m remaining consistent with section 1. At 1.22 m into section 2, a partition
forced the animal to move either to the left or right side within section 2. The partition
was constructed of a single piece of plywood sheathing upheld on each end with a t-post
(1.22 m by 2.44 m by 1.27 cm). Both ends were covered with a foam pool noodle to prevent
injury in the instance an animal collided with the partition. The entirety of the partition
was also wrapped in Duraweb Geotextile landscape fabric.
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Both the left and right sides of section 2 were identical in width (1.83 m) to section 1.
In section 2, only a single side of the partition contained a treatment light stimulus that
was on and emitting light for any given trial. In the opposite chamber a lighting unit of the
exact same size was visible but turned off (i.e., not emitting light). The light stimuli were
placed at a height of 61 cm, approximately eye level with a goose, and 1.36 m away from
the center of section 2 (i.e., the partition; Fig. 1A). The animal was allowed to keep moving
past the partition and into a third section where both the left and right side of section 2
conjoined. Section 3 of the arena was identical in width and length as section 1. Typically,
we recaptured animals in section 3.

The arena extended into section 4, which was 2.44 m long and 1.83 m wide the same
width and length as section 1 and 3 (Fig. 1A). However, geese were blocked from moving
into section 4 by 1.27 cm heavy duty deer fencing (i.e., black square netting) staked to
the ground. In section 4, we symmetrically placed four Canada goose decoys (Fig. 1A)
that were visible to the live individuals in the arena. The purpose of these decoys was to
draw the attention of the live individuals towards the back of the experimental arena. The
decoy geese were positioned to be symmetrical on both the left and right side of section 4.
The decoys were aligned so that they would directly face each other with their tail feathers
pointing towards the walls of the experimental arena. The viewpoint looking toward the
east side of the arena was two geese in a head down position facing each other with two
geese in a head up position behind them, again facing each other.

Behavioral experiment
Before the initiation of a trial, a Canada goose was captured in the housing enclosure and
then transported on foot by the observer (RL) to the experimental arena and placed inside
of the release enclosure. After placing the release enclosure into the experimental arena,
the observer (RL) gently lifted the back of the release enclosure tipping it forward and
patting the bottom to prompt the goose to move into the experimental arena. Prompting
was necessary because during pilot trials birds tended to stay inside of the release enclosure
(see also Blackwell et al., 2019). Once the animal walked into the experimental arena, the
trial would officially start. Trials were recorded with two different GoPro Hero 7 cameras,
recording at 60 frames per second, at both the west and east end of the arena (Fig. 1A). A
trial concluded the moment the goose’s beak entered into one of the two sides of section
2 created by the partition. Specifically, at this point the bird would no longer have direct
visual access to the opposite side of the arena (Fig. 1A). Once the animal made a choice, the
observer entered the arena to retrieve the animal and take it back to the holding enclosure.

In each trial, an individual was given a maximum of 10 min to make a choice. If a choice
was not made after 10 min the trial stopped and the animal was retrieved and returned
to the holding enclosure. Such instances were considered as mistrials, and no further
measurements were taken. If an individual failed to make a choice (i.e., a mistrial) three
consecutive times, the individual was removed from the study. Overall, 19 out of 23 birds
completed all eight treatments used in the experiment.

We utilized a repeated measures design where each individual bird was exposed to
all treatment combinations. We simultaneously manipulated light color and pulsing
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frequency, yielding four treatments: blue & steady, blue & pulsing (see below), red &
steady, and red & pulsing. To avoid the potential confounding effects of applying a
treatment combination only on the right or left sides of the arena, we exposed each
individual to all four combinations of treatments on both left and the right sides of the
arena for a total of eight trials. We designed the experiment so that the light would be a
neutral stimulus to avoid confounding the behavioral responses with the presence of either
a reward (i.e., a positive stimuli) or a consequence (i.e., negative stimuli).

Each individual received only one trial per day. We ensured that for the first four trials,
each individual was exposed to each combination of light color and pulsing frequency.
We randomized the exposure order of the light color and pulsing frequency treatment
combinations as well as the light ‘‘on’’ side in the arena (right, left) for each individual. In
the second set of four trials (trials 5–8), we again randomized the order of the color and
pulsing frequency combinations, but this time with the opposite light position at which
each individual was exposed to in the first four trials. Repeatedly exposing each individual
to the stimulus in question was important to assess whether the light stimulus elicits a
consistent response over time. An effective and non-lethal avian deterrent, such as an
external light stimulus on an aircraft, would require the target species to routinely respond
to the stimulus despite repeated exposures (i.e., avoiding habituation) (Blumstein, 2016;
Lunn et al., 2022; Rankin et al., 2009).

At the conclusion of each trial, we measured confounding environmental variables::
time of the day, ambient light intensity (lux, via Lux Light Meter Pro app; https://apps.
apple.com/us/app/lux-light-meter-pro/id1292598866?platform=iphone), and temperature.
We recorded time of day prior to the start of the recording of each trial. We corroborated
the lux measurements with the TekPower LX1330B light meter (Kaito Electronics, Inc.,
Montclair, CA, USA) and decided to use the app out of logistical convenience.Wemeasured
ambient light intensity measurements directly above the housing unit of the light stimuli
on both the left and right sides of the arena. We recorded temperature in Celsius with a
Kestrel 3500 weather meter directly at the center of the experimental arena in section 2 at
the start of the partition 1.21 m above the ground.

Visual modelling and the light stimulus
Before the behavioral experiment and light stimulus were built, we systematically modelled
the visual contrast of different LED lights based on species-specific visual properties of
the Canada goose available from the literature (Fernández-Juricic et al. 2011b; Moore et al.,
2012) to determine both the number and peak wavelength of the LED treatments. Using the
Vorobyev & Osorio (1998) receptor noise limited model in the R package pavo (Maia et al.,
2019), we estimated the chromatic contrast in units of JND or just noticeable differences
between 201 simulated LEDs and a sky background under an ideal illuminant. The 201
simulated LED spectra were created by using the spectrum of a green (525 nm peak) LED
from SuperBrightLEDs, Inc. (St. Louis Missouri, USA), then normalizing each spectral
distribution to 4,000 photon counts, and shifting the peak in 2 nm intervals to produce
different spectra from 300 to 700 nm.
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This visual modeling exercise required (1) the spectrum of the sky to use as a background
to compare the LED spectra against and (2) visual system parameters from a Canada
goose. Firstly, we measured the radiance of the sky at noon on a clear day (<10% cloud
cover; March 21st, 2015) and a cloudy day (>80% cloud cover; March 19th, 2015) in
an open grassy field in West Lafayette, Indiana (40.417815 N, -86.942034 W) outside
of the Purdue University Airport using an Ocean Insight Inc. (Orlando, FL, USA) Jaz
spectroradiometer. Using a R200-7-SR reflectance probe held at 45◦ above ground level,
we took 10 measurements of the sky (subsequently averaged); two measurements in each
of the four cardinal directions and two directly up at the sky at an integration time of
30 ms. We chose the clear noon time of day as our sky background because (1) it coincided
with the typical time of our behavioral experiments and (2) in bright, ambient light
conditions birds rely on photopic vision, which is primarily associated with color vison
and chromatic contrast (Hart, 2001). Secondly, we used information on the visual system
of the Canada goose from (Moore et al., 2012). Specifically, we used the peak sensitivity
of single cone photoreceptor visual pigments, absorbance of the oil droplets contained in
these photoreceptors, and the relative photoreceptor density for each single cone type.

The transmittance of the ocular media for the Canada goose is not known in the
literature, so in order to accurately model this, wemeasured the ocular media transmittance
of an individual Canada goose. We measured the ocular media transmittance, following
Fernández-Juricic et al. (2019), by enucleating the right and left eyes and removing a small
portion of the sclera at the back of the eye approximately the size of the cornea (15.7 mm).
Each eye was then placed onto a custom eye holder, containing phosphate buffered saline,
and 20 measurements of percent transmittance taken using an Ocean Insight Inc. Jaz
spectroradiometer. The measurements from each eye were averaged together, normalized
to 1, and the wavelength at 50% of the light transmitted measured (λT0.5; 369 nm). We
then fitted a curve to the data using TableCurve2D v4 (Systat Software, San Jose, CA,
USA; R2

= 0.999) so that any noise in the spectrum below 369nm would not influence the
contrast calculation results (Fernández-Juricic et al., 2019).

Based on visual modeling (Fig. S1), we chose two peak wavelengths of high chromatic
contrast to the Canada goose visual system: LED lights with a peak at 483 nm (hereafter,
blue light) and at 631 nm (hereafter, red light). We selected these specific peak wavelengths
because they were (1) within each of the relative peaks of chromatic contrast and (2)
readily commercially available (Fig. S1). These wavelengths were then used to build the
light stimulus specifically for this behavioral experiment. The light stimulus comprised two
LED arrays. The specifications and spectral distribution of the light stimulus are provided
in Supplemental Information 1. We acknowledge that the specific chromatic contrasts for
both the blue and red stimuli could have changed to some degree when viewed within the
experimental arena as the lighting conditions varied over the course of the experiment (i.e.,
clear vs cloudy). However, when we modeled these differences in clear and cloudy ambient
light and sky backgrounds, we found that the contrast values were both less than a 2 JND
difference at both 483 and 631 nm, respectively, with the trends of highest contrast in the
blue and red wavelengths remaining the same (Fig. S1).
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The light stimulus had four different light intensities for both the blue (20, 40, 80, 120
candelas) and red light (40, 80, 120, 240 candelas). However, the candela is a photometric
unit of the perceived stimulus intensity (i.e., radiant intensity (mW/cm2)) based on
sensitivity of the human visual system. Perceived intensity in humans in bright ambient
conditions is related to the relative stimulation of the medium- and long-wavelength
sensitive photoreceptors (Osorio & Vorobyev, 2005; Sharpe et al., 2005). In contrast, the
sensation of intensity for birds in bright ambient conditions is thought to be related to the
relative stimulation of the double cones, cells which aremore sensitive to longerwavelengths
(Goldsmith & Butler, 2005). Because we were interested in behavioral responses to lights of
different wavelengths of high chromatic contrast, given our visual models, not perceived
achromatic intensity, we controlled for the absolute stimulus intensity (i.e., radiance)
by selecting light intensities for each color whose peak outputs at each wavelength were
radiometrically similar. In other words, the number of photons that each light produced
was similar between color treatments; only wavelength and pulse differed.

We selected the blue light at 80 cd (16,159 photons/cm2 at 483 nm) and red light at 120
cd (18,056 photons/cm2 at 631 nm), as we wanted a sufficient light intensity that could be
resolved by the geese and for which the peak output was radiometrically similar (Table S1).
The total radiant intensity for the blue light stimulus was 1,315,687 (photon counts per
1,000 µs) where the radiant light intensity for the red light stimulus was 1,263,374 (photon
counts per 1,000 µs). A table of the radiometric intensities at peak wavelength and total
radiometric output can be found in Table S1. Furthermore, a comprehensive guide to the
different units and instruments we used to measure ambient light and the light produced
by the LED stimulus can be found in Table S2.

We chose two light pulsing frequencies for use in the behavioral experiment: a steady light
and a light pulsing at 2Hz.We used a steady light, as it appears to humans (>60Hz), because
it is the standard used for guiding visual flight in aviation (Federal Aviation Administration,
2014; Emoto & Sugawara, 2012). We used a 2 Hz pulsing frequency because it is within
the range of safe lights for civil aviation, as pilots reported flicker vertigo when exposed to
pulsing frequencies between 4 Hz and 20 Hz (Rash, 2004). Previous studies have shown
that a light stimulus pulsing at 2 Hz was sufficient at increasing the distance a Canada
goose responds to an approaching vehicle (Blackwell et al., 2012). Preliminary analysis of
data related to the temporal visual resolution of Canada geese suggests that the steady light
treatment appeared as a steady and consistent light on and the pulsing treatment appeared
flashing in a light on then light off pattern (E Fernández-Juricic et al., 2020, pers. obs.). The
light specifications involving pulsing rate can be found in the Supplemental Information 1.

Potential side bias
Choice tests can be subject to side biases, that is subjects preferring to favor one side of the
arena over another due to reasons not related to the stimulus in question (Dougherty, 2020;
Rosenthal, 2017). Prior to conducting the experiment, we ran tests to assess the potential
for side bias in our experimental arena. The test followed the procedures described above
but both light treatments were off on both sides of the arena. Each of the 23 individuals
were exposed to the test arena on three different occasions. We randomized the order of
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exposure across individuals. If an animal did not make a side choice within 10 min, the
test trial was excluded from the analyses.

Using an intercept-only generalized linear mixed model (i.e., no independent factors),
with the identity of the individual as a random factor and whether individuals chose the
right (1) or left (0) side of the arena as the dependent factor, we found that there was no
significant difference in the probability of going right (intercept estimate −0.36 ± 0.26, z
=−1.41, P = 0.158), suggesting there was no side bias in our arena. This provided support
that our experimental arena did not have a side bias. The code for the analysis can be found
at https://osf.io/g9am5/?view_only=a5c667733e044a8090a724cce413b30b.

Behavioral analysis
We analyzed the behavior of the focal individual frame by frame with the Avidemux video
player (Avidemux-Main Page, 2022). From the videos, we estimated latency to respond
to the treatments, head movement rate, and body movement rate before the choice took
place, and corroborated the side of the arena the animals chose. Quantifying changes in
latency, head and body movement rate has implications for better understanding animal
decision making in the process of initiating and enacting avoidance responses (Bulbert,
Page & Bernal, 2015; Card & Dickinson, 2008; Tomsic & Theobald, 2023).

Latency to respond in seconds was defined as the total duration in seconds from the time
the goose entered into the arena (i.e., the beginning of the trial) to the time it made a choice
(i.e., the end of the trial as captured from the perspective of the east camera). We defined
the beginning of the trial as the first frame where the gate of the release enclosure elevated
to 90◦ relative to the door of the release enclosure, providing the goose with unobstructed
visual access to the experimental arena. As noted, we defined the end of the trial as the first
frame where the beak of the goose passed the beginning of the partition and crossed into
either the left or right side of section 2 in the arena (Fig. 1A).

We measured the number of distinct changes in both head and body orientation during
each trial before the animalmade a choice from the perspective of the west camera (Fig. 1B).
However, the positioning of the west camera provided a relatively limited viewing angle,
and it did not fully capture the exact moment of the beginning of the trail (as previously
defined). Despite this shortcoming, we chose not to use the east camera because the view
of the animal was partially blocked when the animal was in the center of section 1 and did
not have enough resolution to measure subtle changes in head and body movement as the
animal moved through the experimental arena. Therefore, we measured head and body
orientation changes after the individual first appeared on the west camera instead of the
very beginning of the trial. We ultimately estimated headmovement rate (number of events
per second) and body movement rate (number of events per second) as the frequency of
distinct movements divided by the time the animal was visible to the west camera.

We defined a change in head orientation as any distinct change in yaw, pitch, or roll
relative to the previous head orientation of the animal (Fig. 1B) (Dawkins, 2002; Fernández-
Juricic & Kowalski, 2011; Moore et al., 2017). For example, if the beak was pointed directly
at the partition, but the goose began to turn its head and the beak stopped at 90◦ in the
yaw axis we considered that movement to be one change in head orientation (Fig. 1B)
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(Fernández-Juricic & Kowalski, 2011; Moore et al., 2017). In the case where the animal
continued to move its body forward through the arena in a single direction but did not
change the orientation of its head, we considered that to be no change in head orientation.

We defined a change in body orientation as any distinct change in the rotation of the
body that would result in a deviation from the animal’s prior trajectory. For example, if
the body was directed at the partition, but the animal turned moving its feet or rotating its
torso 90◦ to the right, stopped, and faced the south wall of the arena, we considered this
movement as one change in body orientation (Fig. 1B). Minor changes such as a ruffling
of tail feathers or opening of wings were not counted as changes in body orientation. If the
animal continued to move in a single continuous trajectory forward, we considered that to
be no change in body orientation.

Attraction or avoidance was measured based on the location of the animal within the
arena upon the end of the trial (i.e., the moment the animal crossed the decision threshold
established by the partition). We recorded the moment the animal crossed the decision
threshold ending the trial into the side of the arena with a light stimuli as an attraction
response whereas when animals went away and crossed the decision threshold of the arena
as an avoidance response. Again, we used this directional choice as a proxy to establish
attraction or avoidance responses to the light. We coded the choice to move toward or
away from the light stimulus as 0 and 1 respectively.

Statistical analysis
We conducted statistical analyses and created figures representing our data in R
version 4.2.1 (R Core Team, 2022). All code and data for this study are available
for download at the Open Science Framework (https://osf.io/g9am5/?view_only=
a5c667733e044a8090a724cce413b30b).

We began by assessing potential multicollinearity issues within the confounding factors
we measured (time of day, ambient light intensity on the side with the light on and with
the light off, temperature). Ambient light intensity has been shown in previous studies to
affect the perception of LED lights by birds (Blackwell et al., 2009b; Blackwell et al., 2012;
Kristensen et al., 2007; Rebke et al., 2019). We found a positive association between ambient
light intensity on the side of the arena with the light on and the side with the light off
(Pearson’s product moment correlation; r = 0.83, P < 0.001), thus we decided to run
a principal component analysis (PCA) including these two variables (i.e., ambient light
intensity on the side with the light on and ambient intensity on the side with the light off) to
summarize their effects. The PCA identified a single factor with an Eigenvalue higher than
1 (PCA1, 1.83), which explained 91.4% of the variation. Both ambient light intensity on
the side of the arena with the light ‘‘on’’ (r = 0.96, P < 0.001) and ambient light intensity
on the side with the light ‘‘off’’ (r = 0.96, P < 0.001) were positively correlated with PCA1.
Therefore, higher values of PCA1 (hereafter, PCA ambient light intensity) were indicative
of higher ambient light intensity on both sides of the arena. Both temperature (r = 0.18,
P = 0.03) and time of the day (r =−0.46, P <0.001) were significantly correlated with PCA
ambient light intensity. To reduce the chances of collinearity in our models, we decided
to exclude temperature and time of the day from subsequent analyses. Furthermore, we
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use the coordinates of PCA 1 as the independent variable for ambient light intensity in all
subsequent analyses.

Because of our randomization of light position in the first four trials and, subsequently,
selecting the opposite side of the arena for the light-on position in the final four trials,
there was potential for an association between light on position (right, left) and the other
categorical factors included in our design (light color, light pulsing frequency, trial order).
We ran a generalized linear model with light-on position (right, 1; left, 0) as the dependent
variable and three independent categorical variables: light color, light pulsing frequency,
trial order, and all their potential interactions. We found a significant two-way interaction
between color and trial order (X 2

7 = 62.69, P < 0.001) and a three-way interaction
among color, pulsing frequency, and trial order (X 2

7 = 25.54, P < 0.001). Because of this
association, we chose to remove light on position in the arena from all subsequent models.

As a result of removing temperature, relative humidity, and light position, our basemodel
included four independent factors: three categorical (light color, light pulsing frequency,
trial order) and one continuous (the PCA coordinates of ambient light intensity). We
included trial order in our base model as well to account for changes in animal behavior
upon repeated exposures to the experimental arena (Blumstein, 2016; Rankin et al., 2009).
Additionally, because all individuals were repeatedly exposed to all the same treatments,
we needed to account for the effect of individual differences in behavioral responses and
used a mixed modelling approach for our statistical analysis.

We used general and generalized linear mixed models, run with the R package afex
(Singmann & Kellen, 2019), to analyze four dependent variables: latency to respond to
the lights (s), head movement rate (events per second), body movement rate (events
per second), and the probability of avoidance (i.e., higher probabilities indicate higher
chances of avoiding the light treatment). The statistical test to determine significance
was either a Kenward-Rogers approximation for the general linear mixed models (i.e.,
latency, head movement rate, and body movement rate) or the log-likelihood ratio test
for the generalized linear mixed model (i.e., probability of avoidance). We checked for the
homogeneity of variance and normality of the error assumptions for latency to respond to
the light stimulus, head movement rate, and body movement rate.

Latency to respond to the light stimulus model did not meet the normality of error
and homogeneity of variance assumption. A log-transformation slightly improved the
model fit to the assumptions; however, there is a distinct possibility that transformation of
the data could ameliorate interaction effects (Schielzeth et al., 2020). Therefore, given the
robustness of general linear models (Schielzeth et al., 2020), we present the untransformed
data to facilitate the interpretation of the results, particularly relative to interaction effects
(Belzak & Bauer, 2019). In all models, we included individual bird identity as a random
factor. The random structure of our mixed model consisted of only random intercepts
(i.e., (1|bird id)). Unfortunately, we were unable to increase the complexity of the random
structure by adding random slopes (i.e., to examine variation in slope across groups) due
to lack of model convergence, which was likely caused by the relatively limited sample size
across treatments. Our sample size was primarily limited by the size of the housing enclosure
needed tomaintain high standards of animal husbandry. Specifically we wanted tomaintain
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2.7 square meters per a single goose (i.e., 30 square feet) to minimize aggression between
individuals (Gleaves, 1984). Twenty-three geese were all that we could accommodate at
that time (i.e., 65 square meters divided by 2.8 m per goose equals a maximum of 23
individuals).

It is important to note that while all our models converged (Table S3), the models for
only the probability of avoidance produced singular solutions. Unfortunately, it was not
possible to further reduce the complexity of the random structure, as suggested by Singmann
& Kellen (2019) because we were already using the simplest random structure (i.e., there
were no higher-order random effects that could be removed). Following Singmann &
Kellen (2019), we proceeded because our analysis was focused on the fixed effects (i.e., the
differences in light treatments), and the random structure (i.e., individual ID) was needed
to properly account for the lack of independence between trials (i.e., repeated measures).

Due to sample size, we were limited in our ability to test for all possible interaction
effects. For instance, by including single effects and all possible interaction effects, we
would have 15 independent factors in our model, running the risk of over parameterizing.
Consequently, we decided to evaluate each two-way interactions in a step-wise method
divided in four steps. First, we included all four single, independent factors as well as the
interaction between light color and light pulsing frequency as it reflected both independent
variables of interest in our experimental design. If the interaction was not significant, we
removed it prior to the next step. Second, we included the four single independent factors,
our base model, (as well as the interaction if significant from step 1) and included the
interactions between light color and trial order and the interaction between light pulsing
frequency and trial order. Non-significant interactions were removed prior to the next
step. Third, we included the four single independent factors (as well as the significant
interaction(s) from steps 1 and 2) and the 2-way interactions between light color and
PCA ambient light intensity and the interaction between light pulsing frequency and PCA
ambient light intensity. Fourth, we ran our final model keeping the single independent
factors but removing all the non-significant interactions from the previous steps. The final
model we report for each dependent variable is the base model (light color, light pulsing
frequency, trial order, and the PCA coordinates of ambient light intensity) with all the
significant interactions found in the stepwise process described in this paragraph.

We used the R package emmeans (Lenth et al., 2019) to estimate the least square means
and SEs for different treatments. We used the function afex_plot from the R package
afex (Singmann et al., 2015) to plot our results. We reported marginal R2, conditional
R2, and the differences in between individual variation, what some studies refer to
as repeatability (Dingemanse & Dochtermann, 2013; O’Dea, Noble & Nakagawa, 2021;
Nakagawa & Schielzeth, 2010; Stoffel, Nakagawa & Schielzeth, 2017; Wolak, Fairbairn &
Paulsen, 2012). The marginal R2 is a measure of effect size which explains the amount
of variance in the dependent variable explained by only the fixed factors in a mixed
model (Nakagawa & Schielzeth, 2013). In contrast, the conditional R2 is a measure of
effect size which explains the amount of variance in the dependent variable explained
by both the fixed and random factors in a mixed model (Nakagawa & Schielzeth, 2013).
We estimated differences in between-individual variation from the variance associated
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with the random effects (i.e., individual ID) divided by the sum of all the variance
observed. The total variance includes the variance of the random effects and the variance
of the residuals controlled for with the fixed effects. We used the following equation to
estimate repeatability or the variation within the data accounted for by between-individual
differences Vindividual

Vindividual+Vresidual
(Nakagawa & Schielzeth, 2010; Dingemanse & Dochtermann,

2013; O’Dea, Noble & Nakagawa, 2021). Each value was multiplied by 100 to convert the
proportions to percentages. Following (Bell, Hankison & Laskowski, 2009;Wolak, Fairbairn
& Paulsen, 2012; Baker et al., 2018), we categorized the values for between individual
differences as either low if the value was less or equal to 20%, moderate if the value was
greater than 20% or equal to or less than 40%, all other values greater than 40% were
considered high. In essence, smaller values generally mean that individuals tended to have
similar responses to the treatment where larger values suggest that individuals tended to
have different responses suggesting that the responses are specific to the individual.

RESULTS
Latency to respond
The final model for latency to respond (s) included four variables: light color, light pulsing
frequency, trial order, and PCA ambient light intensity (with higher values representing
higher light intensity on both sides of the arena). No interaction effects were included in
the final model per our selection procedure (see Methods). Latency to respond was 13.4 s
faster for the red light (28.6± 11.4 s) compared to the blue light treatment (42.0± 11.4 s),
but the difference between the treatments was not significant (Table 1). Additionally,
latency to respond was faster for the pulsing light (23.3 ± 11.5 s) than to the steady light
(47.3 ± 11.5 s) but again the difference was not significant (Table 1). Latency among trials
also did not vary significantly (trial 1, 49.1± 19.5 s; trial 2, 29.9± 19.2 s; trial 3, 21.1± 20.5
s; trial 4, 38.2 ± 19.0 s; trial 5, 60.0 ± 19.3 s; trial 6, 42.1 ± 20.6 s; trial 7, 23.4 ± 19.2 s;
trial 8, 18.8.1 ± 20.3 s). Lastly, latency had a positive association with PCA ambient light
intensity (i.e., geese tended to move slower in brighter conditions) (coefficient estimate
4.8 ± 6.0 s), but it was not significant (Table 1).

ThemarginalR2, which only considers the fixed effects, explained 5.3%of the variation in
latency, versus the conditional R2 which considers both fixed and random effects, explained
19% of the variation. Focusing on just the random effects, we estimated between-individual
variation to account for 14.4% (CI [8.8%–21.5%]) of the variation in latency to respond,
a low value (Fig. S2A).

Head movement rate
The final model for head movement rate (events per second) included four independent
variables: light color, light pulsing frequency, trial order, and PCA ambient light intensity,
without interaction effects (Table 1). Head movement rate was 11% higher with the red
light (1.2 ± 0.01 events per second) compared to the blue light (1.06 ± 0.01 events per
second), but the difference was not significant (Table 1). The difference in head movement
rate between the pulsing light (1.13± 0.01 events per second) compared to the steady light
(1.11 ± 0.01 events per second) was not significant (Table 1). Head movement rate did
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Table 1 The effects of color, pulsing frequency, trial order, and ambient light condition on latency,
headmovement rate, body movement rate, and the probability of avoidance. Results from both general
and generalized linear mixed models (significant values are bolded).

General Linear Mixed Model Results F d.f P

Latency (s)
Color 1.15 1, 123.06 0.286
Frequency 3.55 1, 123.06 0.062
Trial Order 0.69 7, 123.53 0.682
Light intensity PCA 0.63 1, 131.74 0.428

Headmovement rate (events per second)
Color 1.58 1, 123.06 0.211
Frequency 0.06 1, 123.06 0.803
Trial order 0.97 7, 123.55 0.457
Light intensity PCA 0.23 1, 131.13 0.632

Bodymovement rate (events per second)
Color 0.85 1, 123.05 0.358
Frequency 0.82 1, 123.05 0.367
Trial order 2.81 7, 123.46 <0.009 **
Light intensity PCA 0.01 1, 130.77 0.928

Generalized Linear Mixed Model Results X 2 d.f P
Probability of light avoidance

Color 6.35 1, 19 0.011*
Frequency 0.41 1, 19 0.521
Trial order 15.85 7, 13 0.026*
Light intensity PCA 0.12 1, 19 0.731
Color & Trial Order Interaction 29.07 7, 13 <0.001***
Frequency & Light Intensity PCA Interaction 9.26 1, 19 <0.003**

not vary significantly among trial exposures (trial 1, 0.93 ± 0.14; trial 2, 0.96 ± 0.14; trial
3, 1.09 ± 0.15; trial 4, 1.25 ± 0.14; trial 5, 1.07 ± 0.14; trial 6, 1.09 ± 0.15; trial 7, 1.25
± 0.14; trial 8, 1.30 ± 0.15 events per second). Lastly, head movement rate had a weak,
non-significant, negative association with PCA ambient light intensity (coefficient estimate
−0.02 ± 0.04 events per second; Table 1).

The marginal R2 explained 4.5% of the variation in head movement rate; whereas the
conditional R2 explained 17.3% of the variation. Focusing on just the random effects, we
estimated between-individual variation to account for 13.3% (CI [7.7%–19.8%]) of the
variation in head movement rate, again a low value (Fig. S2B).

Body movement rate
The final model for body movement rate (events per second) included four independent
variables: light color, light pulsing frequency, trial order, and PCA ambient light intensity,
without interaction effects (Table 1). Individuals increased their body movement rate by
14% in response to the red light (0.48 ± 0.06 events per second) compared to the blue
light (0.42 ± 0.05 events per second), but the difference was not significant (Table 1).
Body movement increased by 14% in response to the pulsing light (0.48 ± 0.06 events
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Figure 2 Key results of the behavioral experiment. (A) Mean± SE body movement rate (events per sec-
ond) relative to trial order. Gray dots represent the raw data. Probability of avoiding lights (mean esti-
mates± SE) relative to: (B) light color (blue and red lights), (C) the interaction between light color and
trial order, and (D) the interaction between light frequency and ambient light intensity (represented by
the first principal component analysis factor).

Full-size DOI: 10.7717/peerj.16379/fig-2

per second) compared to the steady light (0.42 ± 0.05 events per second), but without
significant effects (Table 1). However, body movement rate varied significantly with trial
order (Table 1), with a trend towards more body movements with increasing exposures
to the treatment conditions (Fig. 2A). Lastly, body movement rate had a weak negative
association with PCA ambient light intensity (coefficient estimate −0.002 ± 0.02 events
per second) that was not significant (Table 1).

The marginal R2, explained 10.8% of the variation in body movement rate; whereas the
conditional R2, explained 26.4% of the variation. Focusing on just the random effects, we
estimated between-individual variation to account for 17.5% (CI [10.5%–25.1%]) of the
variation in body movement rate, again slightly higher but still a low value (Fig. S2C).

Probability of light avoidance
The final model for the probability of avoidance included: light color, light pulsing
frequency, trial order, PCA ambient light intensity, the interaction between color and trial
order, and the interaction between pulsing frequency and PCA ambient light intensity. The
probability of avoidance was significantly higher, with a 49% increase in the probability of

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 17/33

https://peerj.com
https://doi.org/10.7717/peerj.16379/fig-2
http://dx.doi.org/10.7717/peerj.16379#supp-7
http://dx.doi.org/10.7717/peerj.16379


avoidance in response to the blue light compared to the red light (X 2
1 = 6.35, P = 0.012;

Fig. 2B). Figure 2B shows a large standard error for the red light, which is likely the
result of the high level of variation in the response to the red light over the course of
the experiment (see below). The probability of avoidance was 4.6% higher with the light
pulsing (0.24 ± 15.1) than the light steady (0.19 ± 13.0), but the differences were not
significant (X 2

1 = 0.41, P = 0.522). The probability of avoidance varied significantly with
trial order (X 2

7 = 15.85, P = 0.026).
While the effects of light color were significant, its effects depended on trial order, as the

interaction between light color and trial order was significant (X 2
7 = 29.07, P = 0.00014;

Fig. 2C). Overall, there was a trend towards a high probability of avoidance to the red
light at the beginning of the experiment (close to 0.90), but then a steady decrease as
the experiment progressed with probability of avoidance close to 0 at the very end of
the experiment (Fig. 2C). Because the probability of attraction can be estimated from
1 - probability of avoidance, another interpretation is that Canada geese upon repeated
exposures to the red light developed an attraction to it (Fig. 2C). On the other hand, the
probability of avoidance to the blue light oscillated to a larger degree over the course of
the experiment. During the first trial geese tended to go towards the blue light, however
trials 2 through 8 demonstrated a U-shaped pattern where the probability of avoidance
was higher in trials 2 and 3, geese tended to go towards the light in trials 4 and 5. Finally,
the average probability of avoidance was 65% in the last three exposures. More specifically,
the difference in the probability of avoidance between blue and red lights was significantly
different in trial 1 (z ratio = −2.34, P = 0.019), with geese showing higher probability of
avoidance for the red relative to the blue light (Fig. 2C). In trial 7 (z ratio = 2.29, P =
0.022), geese showed higher probability of avoidance for the blue relative to the red light
(Fig. 2C). Again, the large standard errors are likely the result of the variability in responses
within specific treatment combinations.

PCA ambient light intensity did not significantly affect the probability of avoidance with
a weak positive association (coefficient estimate 0.07 ± 0.19) (X 2

1 = 0.12, P = 0.732).
However, the interaction between PCA ambient light intensity and light pulsing frequency
was significant (X 2

1 = 9.26, P = 0.002). Under brighter ambient light conditions
individuals were more likely to avoid the pulsing light, but we found the opposite trend
relative to steady lights (i.e., lower probabilities of avoidance with brighter ambient light
conditions) (Fig. 2D). We estimated between-individual variation to account for only 2.7%
of the variation in the probability of avoidance, an extremely low value (Fig. S2D).

DISCUSSION
Our results suggest that Canada geese responded differently to high visual contrast lights of
different colors and pulsing frequencies relative to the number of exposures and ambient
light conditions. Specifically, Canada geese had an overall higher probability of avoidance
in response to blue light compared to red light. However, the probability of avoidance
changed substantially with repeated exposure to the light stimuli. Canada geese went from
avoidance to attraction to the red light over the course of the experiment. The response to
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the blue light generally followed a U shape relationship (avoidance, attraction, avoidance)
with increasing number of exposures. If the threshold difference between avoidance
and attraction is either greater or less than a 50% probability of avoidance, respectively,
individuals were attracted to the red light 75% of the time out of eight trials where in
contrast they avoided the blue light 63% of the time (attracted only 37% of the time) out
of eight trials. This trend was particularly pronounced towards the end of the experiment
(trials 6–8; Fig. 2C) where the mean probability of attraction to the red light was 11%± 14,
and the mean probability of avoidance of the blue light was 65% ± 5. Additionally, we
found that the probability of avoidance increased in response to a pulsing light (of either
color) in brighter ambient light conditions, whereas avoidance of a steady light (of either
color) increased in dimmer ambient light conditions. Lastly, individuals regardless of the
light treatment initially increased body movement rate, which then plateaued across the
subsequent trials.

Light stimuli with different peak wavelengths led to different probabilities of avoidance
despite both exceeding the threshold chromatic contrast required to detect an object based
on modelling of the Canada goose visual system (Vorobyev & Osorio, 1998). The threshold
to discriminate a visual stimulus from the background is suggested to be between 1–4 JNDs
(Vorobyev et al., 2001; Vorobyev & Osorio, 1998). However, the chromatic contrast of the
LED lights used in this study far exceeded these thresholds (i.e., the blue light was 25 and the
red light was 45 JND, Supplemental Information 1). In principle, this finding suggests that
greater retinal stimulation, which in theory connotes a more conspicuous stimulus, could
lead to a greater degree of behavioral responses (Endler et al., 2022; Fleishman et al., 2016;
Santiago et al., 2020). Empirical evidence in lizards (Anolis sagrei) suggests that chromatic
contrast has a linear relationship with the probability of detection (i.e., eye fixations)
(Fleishman et al., 2016). However, in coral reef fish (Rhinecanthus aculeatus) JND values
<10 had a linear relationship with detection, measured via pecking behavior (Santiago
et al., 2020). However, at larger JND values (≥10) the association between chromatic
contrast and detection-related behavior plateaus (Santiago et al., 2020). The fact that we
found different types of behavioral responses for light stimuli with different chromatic
contrast far above 10 JND suggests a lack of understanding in how retinal stimulation
above detection thresholds is associated with cognition/perception and the corresponding
behavioral response.

A key finding was that the probability of avoidance changed substantially upon repeated
exposures and those responses changed depending on the wavelength of the light stimuli. In
the case of the red light, geese went from avoiding it in the first trial to being attracted to it by
the last trial. This trendmimics themere exposure effect (Zajonc, 1968), whereby individuals
tend to be more cautious and avoid a given treatment stimulus upon first exposure, but
after subsequent exposures, individuals increase their familiarity to it eventually developing
an attraction response (Fang, Singh & Ahluwalia, 2007;Montoya et al., 2017; Zajonc, 1968).
Evidence of the mere exposure effect has also been found in chickens (Gallus domesticus;
Franchina, 1991) and turkeys (Meleagris gallopavo domesticus; Sherwin, 1998) as well as
other non-human animals (rats Rattus norvegius, mice Mus musculus, Japanese macaque
Macaca fuscata, cats Felius catus; Hill, 1978; Bradshaw, 1986), in the context of attraction
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or avoidance related behaviors. The attraction to the red light after repeated exposures
cannot be characterized as habituation, primarily because geese kept responding to the
light eventually developing an attraction (i.e., not a neutral response).

In the case of the blue light, the response of geese over the course of the experiment
appeared to follow the mere exposure effect followed by a satiation effect (Bornstein, Kale
& Cornell, 1990). Individuals in our study went from initial, low avoidance, but increased
in avoidance by trial 2. Later, the birds showed attraction (i.e., mere exposure effect), but
then became overexposed to the stimuli and ultimately developed an avoidance response
again (Bornstein, Kale & Cornell, 1990; Montoya et al., 2017). Disregarding the first trial
where geese were attracted to the blue light (probability of avoidance was 27%), trials 2
through 8 can be generally characterized as a U-shaped pattern, whereas trials 2 and 3 had
a relatively higher probability of avoidance. Avoidance decreased for trials 4 and 5, and
then finally increased and remained higher in trials 6, 7, and 8 (Fig. 2C). The decrease
in the probability of avoidance suggests that the birds became more familiar with the
treatment upon repeated exposures and therefore were more attracted to the blue light in
trials 4 and 5. However, instead of developing an attraction (i.e., a continued decrease in
the probability of avoidance like the red light), the probability of avoidance increased and
remained comparatively stable at 65% during the last three trials, suggesting the birds had
satiated to the blue light (i.e., weak avoidance).

One proposed explanation for the mere exposure effect is the processing fluency model
that argues that the transition from neophobic avoidance to attraction occurs because
stimuli become cognitively easier to process with repeated exposures (Lodge & Cottrell,
2010; Montoya et al., 2017; Reber, Schwarz & Winkielman, 2004; Wänke & Hansen, 2015;
Winkielman et al., 2003). Humans and non-human animals are more likely to detect
and react faster to high contrast stimuli (Blough, 2000; Blough, 2002; Kurylo et al., 2015)
suggesting that higher contrast stimuli are easier to process (Leynes & Addante, 2016; Reber,
Schwarz & Winkielman, 2004). Our red light had a higher chromatic contrast (45 JND)
compared to the blue light (25 JND); a difference that could have made the red light easier
to process visually and cognitively, possibly leading to the development of an attraction
response. In comparison, the relatively lower chromatic contrast of the blue light might
have resulted in a higher cognitive load to process in relative terms. Animals have a limit
to the amount of information they can process per unit time (Dukas, 2004). We argue that
the potentially higher cognitive processing costs led to an increase in avoidance responses
to the blue light compared to the red light.

Other studies have reported observational evidence of both attraction and avoidance
responses to red and blue lights amongst various bird species (Table S4). Using the
systematic map established by Adams et al. (2021) and non-systematically searching
for other studies, we identified 13 different papers that entailed a total of 26 different
experiments/studies (Table S4). Fourteen studies investigated behavioral responses to
red lights: 50% found evidence to suggest that birds were attracted to red light, whereas
the other 50% suggest that birds tended to avoid red light. Twelve studies investigated
behavioral responses to blue lights: 25% found evidence to suggest that birds were attracted
to blue light, whereas the other 75% suggest that birds tended to avoid the blue light. This
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collection of studies suggests that an avoidance response to blue light is more common
than red light, a trend our study supports. However, these results should be taken with
extreme caution as (1) our search of the literature was not systematic, and (2) only one
other study including this one manipulated the choices and made them mutually exclusive
(see Goller et al., 2018). Many of the 26 studies were not able to control for confounding
factors such as identity of individuals, local abundance of the species, etc. In addition,
the 26 studies cover a wide range of scenarios from different species, different times of
day, different environments, and different light types. Nevertheless, these findings, in
combination with our own, raise the question as to what ultimate factors make a species,
in our case the Canada goose, avoid or approach certain wavelengths. At this early stage
in our understanding of avian responses to novel light stimuli, we are not in a position to
make specific conclusions.

Canada geese had a higher probability of avoiding a flashing light (irrespective of
color) under higher ambient light intensity, but a higher probability of avoiding a steady
light under lower ambient light intensity. This result follows the trends of Blackwell et al.
(2012), who measured Canada geese alert distance to an approaching aircraft with a 2 Hz
pulsing light and found that geese alerted sooner to a pulsing light under brighter ambient
light conditions. The result is also similar to Doppler et al. (2015) where Brown-headed
cowbirds reacted faster to an aircraft with a pulsing light stimulus. In contrast Blackwell et
al., (2009b), found that Brown-headed cowbirds and Mourning doves (Zenaida macroura)
reacted sooner to an approaching vehicle with a light stimulus pulsing at 2 Hz and 16 Hz
in dim light, whereas in brighter ambient conditions they responded sooner to a steady
light. Importantly, Blackwell et al. (2009b), Blackwell et al. (2012), and Doppler et al. (2015)
measured alert responses, whereas our data pertain to choice responses. Still, the overall
implication is that the response to pulsing light varies with ambient condition and species,
but it appears that initially Canada geese find a pulsing light more conspicuous in brighter
ambient conditions. Perhaps a pulsing light stimulus appears more conspicuous to geese
when the signal is spaced out temporally (i.e., pulsing) in contrast to when the light is
constant and ambient light in the daytime is abundant.

Differences in individual experience are sometimes a factor accounting for between-
individual differences (Dingemanse & Wolf, 2013;Dukas, 2017; Sih, Sinn & Patricelli, 2019).
The between-individual variation values for all four dependent variables (latency, 14.4%;
head movement rate, 13.3%; body movement rate, 17.5%; probability of avoidance 2.7%)
were considered low. Variation in between-individual differences for the probability of
avoidance was 2.7% suggesting that between-individual variation in Canada geese likely has
a limited effect on the response to light stimuli. The extremely low value for the percentage
of the variation in the probability of avoidance attributable to between-individual variation
suggest that geese with the same experience (i.e., number of exposures to light stimuli)
would tend to have similar avoidance responses. These findings should be taken cautiously
primarily because it ismore difficult to resolve between-individual variation in responses for
binary variables (i.e., each trial the animal chose between one of two choices) compared to
continuous variables (Nakagawa & Schielzeth, 2010). Furthermore, this metric of between-
individual variation is imperfect as it is difficult to discern whether a relatively lower
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value is the result of large within-individual variation in response to the treatment or the
result of little variation between individuals in response to the treatment (Dochtermann
& Royauté, 2019). Lastly, because the random structure of our models was limited to
random intercepts only our estimates for between-individual variation were limited and
do not account for how different individuals might have altered their responses to different
treatments (i.e., random slopes). However, the combination of low values for the effect
of between-individual variation for each dependent variable suggests that the effects of
lights on goose behavior are generalizable in that we would expect that responses tend to
converge. Further research is needed to determine the effect of low between individual
variation in response to light stimuli has on the probability of collisions.

Geese also increased body movement rate upon the first three trials where body
movement rate then plateaued and remained relatively consistent over the remaining five
trials. The increase in body movement rate was significant but might be a residual artifact
of the biomechanics of waterfowl bi-pedal locomotion within terrestrial environments.
Waterfowl terrestrial locomotion is often characterized by waddling or horizontal shifts
as the trunk moves over the foot when walking forward to support the animals center of
gravity (Daley & Birn-Jeffery, 2018; Provini et al., 2012). Evidence suggest that an increase
in Mallard duck (Anas platyrhynchos) movement speed is accompanied by an increase in
movement amplitude and stride length (Abourachid, 2000; Provini et al., 2012). While not
significant there was a small trend towards a decrease in latency to respond with an increase
in trial order (Fig. S3A). A shorter latency to respond in general requires individuals to
move faster in a continuous direct motion past the partition to either the left or right
side of the arena. Geese adopting a slightly faster movement speed likely had greater
amplitude in the horizonal shifts of the torso. A relatively larger variation in horizontal
shifts with faster walking speeds might have led to more directional variation as the animal
moved forward in the arena. One potential explanation is that when the animals had less
experience in the arena, they were more cautious and moved slower (i.e., neophobia).
Subsequent exposures (trials 1–3) to the arena resulted in a decrease in neophobia which
might have led to an increase in walking speed which was accompanied by an increase in
body orientation changes. The experimental paradigm forced the animal to make a left
or right directional choice. It is possible individual geese needed to make more distinct
shifts in body orientation to maintain the correct directional position as they moved faster
towards the side of the arena they selected.

While not significant, it is important to note that the differences in latency between light
treatments showed effect sizes that may be relevant in the context of high-speed vehicles.
Animals responding to a high-speed vehicle at close distances or when the vehicle is a few
seconds away is critical to determine whether a collision may occur or not (DeVault et al.,
2015; Brieger et al., 2022). The difference in mean latency between the red and the blue
light treatments was about 13 s, whereas the difference between the pulsing and steady
light treatments was about 24 s. This temporal difference could have implications for
the probability of collision. For example, if a goose begins to escape from an approaching
aircraft at either 13.4 or 24 s prior to the vehicles arrival and the aircraft is travelling at 66.66
m/s (i.e., a standard take-off and landing speed) that translates to the animal being aware
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of or beginning to escape at a distance of either 893 m or 1600 m away from the aircraft. In
both of those circumstances a difference of even a few seconds results in substantial change
in the reaction distance, reducing the chances of a collision. Importantly, our experimental
design purposely lacks factors that influence how a bird responds to an approaching vehicle
(e.g., size, looming effect, aspects of visual flow), as our objectives were specific to assessing
just a neutral light stimuli. That said, the potential implication of these differences in
latency to respond between different light treatments warrants further investigation.

CONCLUSIONS
Our study has implications not only for onboard lighting systems aimed at deterring bird
strikes but also for reducing collisions between birds and other anthropogenic structures
(e.g., buildings, wind turbines, etc.). First, our results provide additional evidence that
lights of high chromatic contrast peaking in the range of 464 nm to 483 nm can elicit
avoidance responses in bird species with different types of visual systems (Canada goose,
violet-sensitive species, our study; Brown-headed cowbird, ultra-violet sensitive species,
(Goller et al., 2018). Exploring the behavioral responses to LED lights peaking around the
blue portion of the spectrum in a more systematic way appears the next step to potentially
enhance avian avoidance responses. Second, red LED lights have the unwanted potential to
develop strong attraction responses, at least in Canada geese, based on the number of times
individuals are exposed to it. Because it is challenging to estimate the degree of experience
with LED lights for different individuals within a bird population, if we are to apply the
precautionary principle, we suggest avoiding this portion of the spectrum as it has the
potential to increase the frequency of bird strikes due to attraction effects. Third, given that
the avoidance effects of light pulsing frequency are a function of ambient light, we suggest
that light deterrent systems should incorporate systems that automatically modify the
pulsing of the light depending on ambient light intensity to enhance behavioral responses.
Establishing the thresholds of light intensity that switch the behavioral responses to light
should be considered before deterrence implementation.

ACKNOWLEDGEMENTS
We are deeply grateful for Benny Goller and Justin Vickery’s aid in constructing the aviary
which housed the animals and the experimental arena. Additionally, we would like to thank
Morgan Chaney, Benny Goller, Carlay Teed, Deona Harris and Becca Trapp for their help
in conducting trials. Lastly, I would like to thank one of my most important collaborators,
Becca Lunn, who not only assisted in conducting experimental trials but also provided
additional logistical support which made this experiment possible.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
Our work was funded via the Cooperative Agreement with the U.S. Department of
Agriculture, Animal and Plant Health Inspection Service, Wildlife Services (WS), National

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 23/33

https://peerj.com
http://dx.doi.org/10.7717/peerj.16379


Wildlife Research Center (FAIN: AP22WSNWRC00C006), and based on funding received
by WS via the Interagency Agreement with the U.S. Federal Aviation Administration
(FAA Interagency No. 692M15-19-T-00017). Findings reported herein do not necessarily
reflect the policy of the FAA. The development of the light stimulus at Rensselaer’s
Lighting Research Center was funded by the Federal Aviation Administration (FAA) under
Cooperative Agreement Number 692M151940010 ‘‘Lighting and Visual Guidance Research
for Airport Applications.’’ The funders had no role in study design, data collection and
analysis, decision to publish, or preparation of the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
Cooperative Agreement with the U.S. Department of Agriculture, Animal and Plant Health
Inspection Service, Wildlife Services (WS), National Wildlife Research Center: FAIN:
AP22WSNWRC00C006.
Interagency Agreement with the U.S. Federal Aviation Administration: FAA Interagency
No. 692M15-19-T-00017.
The Federal Aviation Administration (FAA) under Cooperative Agreement Number
692M151940010 ‘‘Lighting and Visual Guidance Research for Airport Applications.’’.

Competing Interests
The authors declare there are no competing interests.

Author Contributions
• Ryan Lunn conceived and designed the experiments, performed the experiments,
analyzed the data, prepared figures and/or tables, authored or reviewed drafts of the
article, and approved the final draft.
• Patrice E. Baumhardt analyzed the data, authored or reviewed drafts of the article,
contributed the chromatic contrast calculations, and approved the final draft.
• Bradley F. Blackwell conceived and designed the experiments, authored or reviewed
drafts of the article, secured funding, and approved the final draft.
• Jean Paul Freyssinier conceived and designed the experiments, authored or reviewed
drafts of the article, built the light stimulus, and approved the final draft.
• Esteban Fernández-Juricic conceived and designed the experiments, analyzed the data,
authored or reviewed drafts of the article, secured funding, and approved the final draft.

Animal Ethics
The following information was supplied relating to ethical approvals (i.e., approving body
and any reference numbers):

Institutional Animal Care and Use Committee at Purdue University.

Data Availability
The following information was supplied regarding data availability:

The raw data and the code for all analyses used in this experiment including the
generation of figures used for this experiment are available in the Supplementary Files.

The code and data is also available at GitHub and Open Science Framework:

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 24/33

https://peerj.com
http://dx.doi.org/10.7717/peerj.16379#supplemental-information
http://dx.doi.org/10.7717/peerj.16379


- https://github.com/ryanlunn/CanadaGooseLightAvoidance.git
- Lunn, Ryan, and Esteban Fernandez-Juricic. 2023. ‘‘Light Wavelength and Pulsing

FrequencyAffect AvoidanceResponses ofCanadaGeese.’’ OSF. September 20. osf.io/g9am5.

Supplemental Information
Supplemental information for this article can be found online at http://dx.doi.org/10.7717/
peerj.16379#supplemental-information.

REFERENCES
Abourachid A. 2000. Bipedal locomotion in birds: the importance of functional

parameters in terrestrial adaptation in Anatidae. Canadian Journal of Zoology
78(11):1994–1998 DOI 10.1139/z00-112.

Adams CA, Fernández-Juricic E, Bayne EM, St Clair CC. 2021. Effects of artificial light
on bird movement and distribution: a systematic map. Environmental Evidence
10(1):1–28 DOI 10.1186/s13750-020-00215-7.

Allan JR. 2000. The costs of bird strikes and bird strike prevention. In: Human conflicts
with wildlife: economic considerations. 18.

AmdamGV, Hovland AL. 2011.Measuring animal preferences and choice behavior.
Nature Education Knowledge 3(10):74.

Australian Transportation Safety Bureau. 2019. Australian aviation wildlife strike
statistics 2008–2017. Available at https://www.atsb.gov.au/publications/2018/ar-2018-
035.

Avidemux-Main Page. 2022. Retrieved October 5 2022. Available at http://fixounet.free.
fr/avidemux/.

Baker MR, Goodman AC, Santo JB,Wong RY. 2018. Repeatability and reliability of
exploratory behavior in proactive and reactive zebrafish, Danio rerio. Scientific
Reports 8(1):1–9.

Bell AM, Hankison SJ, Laskowski KL. 2009. The repeatability of behaviour: a meta-
analysis. Animal Behaviour 77(4):771–783 DOI 10.1016/j.anbehav.2008.12.022.

BelzakWCM, Bauer DJ. 2019. Interaction effects may actually be nonlinear effects
in disguise: a review of the problem and potential solutions. Addictive Behaviors
94:99–108 DOI 10.1016/j.addbeh.2018.09.018.

Bernhardt GE, Blackwell BF, De Vault TL, Kutschbach-Brohl L. 2010. Fatal in-
juries to birds from collisions with aircraft reveal anti-predator behaviours. Ibis
152(4):830–834.

Blackwell BF. 2002. Understanding avian vision: the key to using light in bird manage-
ment. In: Proceedings of the vertebrate pest conference (Vol. 20, No. 20).

Blackwell BF, Bernhardt GE. 2004. Efficacy of aircraft landing lights in stimulating
avoidance behavior in birds. The Journal of Wildlife Management 68(3):725–732
DOI 10.2193/0022-541X(2004)068[0725:EOALLI]2.0.CO;2.

Blackwell BF, De Vault TL, Fernández-Juricic E, Dolbeer RA. 2009a.Wildlife collisions
with aircraft: a missing component of land-use planning for airports. LandScape and
Urban Planning 93(1):1–9 DOI 10.1016/j.landurbplan.2009.07.005.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 25/33

https://peerj.com
https://github.com/ryanlunn/CanadaGooseLightAvoidance.git
https://osf.io/g9am5
http://dx.doi.org/10.7717/peerj.16379#supplemental-information
http://dx.doi.org/10.7717/peerj.16379#supplemental-information
http://dx.doi.org/10.1139/z00-112
http://dx.doi.org/10.1186/s13750-020-00215-7
https://www.atsb.gov.au/publications/2018/ar-2018-035
https://www.atsb.gov.au/publications/2018/ar-2018-035
http://fixounet.free.fr/avidemux/
http://fixounet.free.fr/avidemux/
http://dx.doi.org/10.1016/j.anbehav.2008.12.022
http://dx.doi.org/10.1016/j.addbeh.2018.09.018
http://dx.doi.org/10.2193/0022-541X(2004)068[0725:EOALLI]2.0.CO;2
http://dx.doi.org/10.1016/j.landurbplan.2009.07.005
http://dx.doi.org/10.7717/peerj.16379


Blackwell BF, De Vault TL, Seamans TW, Lima SL, Baumhardt P, Fernández-Juricic E.
2012. Exploiting avian vision with aircraft lighting to reduce bird strikes. Journal of
Applied Ecology 49(4):758–766.

Blackwell BF, Fernández-Juricic E. 2013. Behavior and physiology in the development
and application of visual deterrents at airports. In:Wildlife in airport environments:
preventing animal–aircraft collisions through science-based management, 15. 11–22.

Blackwell BF, Fernández-Juricic E, Seamans TW, Dolan T. 2009b. Avian visual system
configuration and behavioural response to object approach. Animal Behaviour
77(3):673–684 DOI 10.1016/j.anbehav.2008.11.017.

Blackwell BF, Seamans TW, De Vault TL, Lima SL, Pfeiffer MB, Fernández-Juricic
E. 2019. Social information affects Canada goose alert and escape responses to
vehicle approach: implications for animal—vehicle collisions. PeerJ 7:e8164
DOI 10.7717/peerj.8164.

Blough DS. 2000. Effects of priming, discriminability, and reinforcement on reaction-
time components of pigeon visual search. Journal of Experimental Psychology: Animal
Behavior Processes 26(1):50–63 DOI 10.1037/0097-7403.26.1.50.

Blough DS. 2002.Measuring the search image: expectation, detection and recognition in
pigeon visual search. Journal of Experimental Psychology: Animal Behavior Processes
28:397–405 DOI 10.1037/0097-7403.28.4.397.

Blumstein DT. 2016.Habituation and sensitization: new thoughts about old ideas.
Animal Behaviour 120:255–262 DOI 10.1016/j.anbehav.2016.05.012.

Bornstein RF, Kale AR, Cornell KR. 1990. Boredom as a limiting condition on the
mere exposure effect. Journal of Personality and Social Psychology 58:791–800
DOI 10.1037/0022-3514.58.5.791.

Bradshaw JW. 1986.Mere exposure reduces cats’ neophobia to unfamiliar food. Animal
Behaviour 34:613–614 DOI 10.1016/S0003-3472(86)80135-X.

Brieger F, Kämmerle JL, Hagen R, Suchant R. 2022. Behavioural reactions to oncoming
vehicles as a crucial aspect of wildlife-vehicle collision risk in three common wildlife
species. Accident Analysis & Prevention 168:106564 DOI 10.1016/j.aap.2021.106564.

Bulbert MW, Page RA, Bernal XE. 2015. Danger comes from all fronts: predator- depen-
dent escape tactics of Túngara frogs. PLOS ONE 10(4):e0120546
DOI 10.1371/journal.pone.0120546.

Burns F, EatonMA, Burfield IJ, Klvaňová A, Šilarová E, Staneva A, Gregory RD. 2021.
Abundance decline in the avifauna of the European Union reveals cross-continental
similarities in biodiversity change. Ecology and Evolution 11(23):16647–16660
DOI 10.1002/ece3.8282.

Card G, DickinsonMH. 2008. Visually mediated motor planning in the escape response
of Drosophila. Current Biology 18(17):1300–1307 DOI 10.1016/j.cub.2008.07.094.

Caro T. 2005. Antipredator defenses in birds and mammals. Chicago: University of
Chicago Press.

Cuthill IC, Stevens M,Windsor AMM,Walker HJ. 2006. The effects of pattern sym-
metry on detection of disruptive and background-matching coloration. Behavioral
Ecology 17(5):828–832 DOI 10.1093/beheco/arl015.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 26/33

https://peerj.com
http://dx.doi.org/10.1016/j.anbehav.2008.11.017
http://dx.doi.org/10.7717/peerj.8164
http://dx.doi.org/10.1037/0097-7403.26.1.50
http://dx.doi.org/10.1037/0097-7403.28.4.397
http://dx.doi.org/10.1016/j.anbehav.2016.05.012
http://dx.doi.org/10.1037/0022-3514.58.5.791
http://dx.doi.org/10.1016/S0003-3472(86)80135-X
http://dx.doi.org/10.1016/j.aap.2021.106564
http://dx.doi.org/10.1371/journal.pone.0120546
http://dx.doi.org/10.1002/ece3.8282
http://dx.doi.org/10.1016/j.cub.2008.07.094
http://dx.doi.org/10.1093/beheco/arl015
http://dx.doi.org/10.7717/peerj.16379


Daley MA, Birn-Jeffery A. 2018. Scaling of avian bipedal locomotion reveals independent
effects of body mass and leg posture on gait. Journal of Experimental Biology
221(10):jeb152538 DOI 10.1242/jeb.152538.

Dawkins M. 2002.What are birds looking at? Head movements and eye use in chickens.
Animal Behaviour 63(5):991–998 DOI 10.1006/anbe.2002.1999.

DeVault TL, Blackwell BF, Seamans TW, Begier MJ, Kougher JD,Washburn JE, Miller
PR, Dolbeer RA. 2018. Estimating interspecific economic risk of bird strikes with
aircraft.Wildlife Society Bulletin 42(1):94–101 DOI 10.1002/wsb.859.

DeVault TL, Blackwell BF, Seamans TW, Lima SL, Fernández-Juricic E. 2015. Speed
kills: ineffective avian escape responses to oncoming vehicles. Proceedings of the Royal
Society B: Biological Sciences 282(1801):20142188 DOI 10.1098/rspb.2014.2188.

Dingemanse NJ, Dochtermann NA. 2013. Quantifying individual variation in behaviour:
mixed-effect modelling approaches. Journal of Animal Ecology 82(1):39–54.

Dingemanse NJ, Wolf M. 2013. Between-individual differences in behavioural plasticity
within populations: causes and consequences. Animal Behaviour 85(5):1031–1039
DOI 10.1016/j.anbehav.2012.12.032.

D’Isa R, Comi G, Leocani L. 2021. Apparatus design and behavioural testing protocol
for the evaluation of spatial working memory in mice through the spontaneous
alternation T-maze. Scientific Reports 11:21177 DOI 10.1038/s41598-021-00402-7.

Dochtermann NA, Royauté R. 2019. The mean matters: going beyond repeata-
bility to interpret behavioural variation. Animal Behaviour 153:147–150
DOI 10.1016/j.anbehav.2019.05.012.

Dolan T, Fernández-Juricic E. 2010. Retinal ganglion cell topography of five
species of ground-foraging birds. Brain, Behavior and Evolution 75(2):111–121
DOI 10.1159/000305025.

Dolbeer RA. 2011. Increasing trend of damaging bird strikes with aircraft outside the
airport boundary: implications for mitigation measures. Human-Wildlife Interactions
5(2):235–248.

Dolbeer RA, Begier MJ, Miller PR,Weller JR, Anderson AL. 2023. Wildlife strikes
to civil aircraft in the United States, 1990–2022. Federal aviation administration
national wildlife strike database serial report. Washington (DC): Report of the
Associate Administrator of Airports, Office of Safety and Standards, Airport Safety
& Certification.

Dominoni DM, HalfwerkW, Baird E, Buxton RT, Fernández-Juricic E, Fristrup KM,
McKennaMF, Mennitt DJ, Perkin EK, Seymoure BM, Stoner DC, Tennessen JB,
Toth CA, Tyrrell LP,Wilson A, Francis CD, Carter NH, Barber JR. 2020.Why
conservation biology can benefit from sensory ecology. Nature Ecology & Evolution
4(4):Article 4 DOI 10.1038/s41559-020-1135-4.

Doppler MS, Blackwell BF, De Vault TL, Fernández-Juricic E. 2015. Cowbird responses
to aircraft with lights tuned to their eyes: Implications for bird—aircraft collisions.
The Condor 117(2):165–177 DOI 10.1650/CONDOR-14-157.1.

Dougherty LR. 2020. Designing mate choice experiments. Biological Reviews
95(3):759–781 DOI 10.1111/brv.12586.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 27/33

https://peerj.com
http://dx.doi.org/10.1242/jeb.152538
http://dx.doi.org/10.1006/anbe.2002.1999
http://dx.doi.org/10.1002/wsb.859
http://dx.doi.org/10.1098/rspb.2014.2188
http://dx.doi.org/10.1016/j.anbehav.2012.12.032
http://dx.doi.org/10.1038/s41598-021-00402-7
http://dx.doi.org/10.1016/j.anbehav.2019.05.012
http://dx.doi.org/10.1159/000305025
http://dx.doi.org/10.1038/s41559-020-1135-4
http://dx.doi.org/10.1650/CONDOR-14-157.1
http://dx.doi.org/10.1111/brv.12586
http://dx.doi.org/10.7717/peerj.16379


Dukas R. 2004. Causes and consequences of limited attention. Brain, Behavior and
Evolution 63(4):197–210 DOI 10.1159/000076781.

Dukas R. 2017. Cognitive innovations and the evolutionary biology of expertise. Philo-
sophical Transactions of the Royal Society B: Biological Sciences 372(1735):20160427
DOI 10.1098/rstb.2016.0427.

Elmer LK, Madliger CL, Blumstein DT, Elvidge CK, Fernández-Juricic E, Horodysky
AZ, Johnson NS, McGuire LP, Swaisgood RR, Cooke SJ. 2021. Exploiting common
senses: sensory ecology meets wildlife conservation and management. Conservation
Physiology 9(1):coab002 DOI 10.1093/conphys/coab002.

Emerson L, Thady R, Robertson B, Swaddle J. 2022. Do lighting conditions in-
fluence bird—window collisions? Avian Conservation and Ecology 17(2)
DOI 10.5751/ACE-02167-170203.

EmotoM, SugawaraM. 2012. Critical fusion frequency for bright and wide field-of- view
image display. Journal of Display Technology 8(7):424–429
DOI 10.1109/JDT.2012.2191390.

Endler JA, Raggay D-M,Maerowitz-McMahan S, Reznick DN, Fuller RC. 2022. Visual
background choice and light environment affect male guppy visual contrast. Vision
6(3):Article 3 DOI 10.3390/vision6030056.

Fang X, Singh S, Ahluwalia R. 2007. An examination of different explanations
for the mere exposure effect. Journal of Consumer Research 34(1):97–103
DOI 10.1086/513050.

Federal Aviation Administration. 2014. Aeronautical information manual. In: Official
guide to basic flight information and ATC procedures. Chapter 2. Available at https:
//www.faa.gov/air_traffic/publications/atpubs/aim_html/.

Federal Aviation Administration. 2018. Advisory circular 150/5200-38, protocol for the
conduct and review of wildlife hazard site visits, wildlife hazard assessments, and
wildlife hazard management. United States Department of Transportation.

Fernández-Juricic E. 2016. The role of animal sensory perception in behavior-based
management. In: Berger-Tal O, Saltz D, eds. Conservation behavior. 1st edition.
Cambrige: Cambridge University Press, 149–175
DOI 10.1017/CBO9781139627078.010.

Fernández-Juricic E, Baumhardt PE, Tyrrell LP, Elmore A, DeLiberto ST,Werner SJ.
2019. Vision in an abundant North American bird: the red-winged blackbird. The
Auk 136(3):ukz039.

Fernández-Juricic E, Beauchamp G, Treminio R, Hoover M. 2011a.Making heads
turn: association between head movements during vigilance and perceived pre-
dation risk in brown-headed cowbird flocks. Animal Behaviour 82(3):573–577
DOI 10.1016/j.anbehav.2011.06.014.

Fernández-Juricic E, Erichsen JT, Kacelnik A. 2004. Visual perception and social
foraging in birds. Trends in Ecology & Evolution 19(1):25–31
DOI 10.1016/j.tree.2003.10.003.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 28/33

https://peerj.com
http://dx.doi.org/10.1159/000076781
http://dx.doi.org/10.1098/rstb.2016.0427
http://dx.doi.org/10.1093/conphys/coab002
http://dx.doi.org/10.5751/ACE-02167-170203
http://dx.doi.org/10.1109/JDT.2012.2191390
http://dx.doi.org/10.3390/vision6030056
http://dx.doi.org/10.1086/513050
https://www.faa.gov/air_traffic/publications/atpubs/aim_html/
https://www.faa.gov/air_traffic/publications/atpubs/aim_html/
http://dx.doi.org/10.1017/CBO9781139627078.010
http://dx.doi.org/10.1016/j.anbehav.2011.06.014
http://dx.doi.org/10.1016/j.tree.2003.10.003
http://dx.doi.org/10.7717/peerj.16379


Fernández-Juricic E, Kowalski V. 2011.Where does a flock end from an information
perspective? A comparative experiment with live and robotic birds. Behavioral
Ecology 22(6):1304–1311 DOI 10.1093/beheco/arr132.

Fernández-Juricic E, Moore BA, Doppler M, Freeman J, Blackwell BF, Lima SL,
DeVault TL. 2011b. Testing the terrain hypothesis: canada geese see their
world laterally and obliquely. Brain, Behavior and Evolution 77(3):147–158
DOI 10.1159/000326053.

Fleishman LJ, Perez CW, Yeo AI, Cummings KJ, Dick S, Almonte E. 2016. Perceptual
distance between colored stimuli in the lizard Anolis sagrei: comparing visual system
models to empirical results. Behavioral Ecology and Sociobiology 70(4):541–555
DOI 10.1007/s00265-016-2072-8.

Franchina JJ. 1991.Mere exposure to telereceptive cues facilitates intake of a novel flavor
in chickens (Gallus domesticus). Behavioral and Neural Biology 56(1):108–112
DOI 10.1016/0163-1047(91)90339-R.

Gatesy SM, Biewener AA. 1991. Bipedal locomotion: effects of speed, size and limb pos-
ture in birds and humans. Journal of Zoology 224(1):127–147
DOI 10.1111/j.1469-7998.1991.tb04794.x.

Ghazaoui A, Lafif M, Labzai A, RachikM, Bouyaghroumni J. 2023.Mathematical
modeling of aircraft bird strikes and optimal control strategies. International Journal
of Dynamics and Control 11(1):205–213 DOI 10.1007/s40435-022-00934-4.

Gleaves EW. 1984. ‘‘G84-713 Brooding and Rearing the Home Goose Flock’’ (1984).
Historical Materials from University of Nebraska-Lincoln Extension. In:Managing
the home goose breeder flock. Lincoln NE, US: Cooperative Extension Service,
Institute of Agriculture and Natural Resources, Univeristy of Nebraska–Lincoln.

Goldsmith TH, Butler BK. 2005. Color vision of the budgerigar (Melopsittacus un-
dulatus): Hue matches, tetrachromacy, and intensity discrimination. Journal of
Comparative Physiology A 191(10):933–951 DOI 10.1007/s00359-005-0024-2.

Goller B, Blackwell BF, De Vault TL, Baumhardt PE, Fernández-Juricic E. 2018. Assess-
ing bird avoidance of high-contrast lights using a choice test approach: implications
for reducing human-induced avian mortality. PeerJ 6:e5404 DOI 10.7717/peerj.5404.

Hart NS. 2001. The visual ecology of avian photoreceptors. Progress in Retinal and Eye
Research 20(5):675–703 DOI 10.1016/S1350-9462(01)00009-X.

Hart NS, Hunt DM. 2007. Avian visual pigments: characteristics, spectral tuning, and
evolution. The American Naturalist 169(S1):S7–S26 DOI 10.1086/510141.

Hill WF. 1978. Effects of mere exposure on preferences in nonhuman mammals.
Psychological Bulletin 85(6):1177 DOI 10.1037/0033-2909.85.6.1177.

Indiana Department of Natural Resources. 2021. Canada geese management. Fish &
Wildlife. Available at https://www.in.gov/dnr/fish-and-wildlife/hunting-and-trapping/
canada-geese-management/.

Kaby U, Lind J. 2003.What limits predator detection in blue tits (Parus caeruleus):
posture, task or orientation? Behavioral Ecology and Sociobiology 54(6):534–538
DOI 10.1007/s00265-003-0665-5.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 29/33

https://peerj.com
http://dx.doi.org/10.1093/beheco/arr132
http://dx.doi.org/10.1159/000326053
http://dx.doi.org/10.1007/s00265-016-2072-8
http://dx.doi.org/10.1016/0163-1047(91)90339-R
http://dx.doi.org/10.1111/j.1469-7998.1991.tb04794.x
http://dx.doi.org/10.1007/s40435-022-00934-4
http://dx.doi.org/10.1007/s00359-005-0024-2
http://dx.doi.org/10.7717/peerj.5404
http://dx.doi.org/10.1016/S1350-9462(01)00009-X
http://dx.doi.org/10.1086/510141
http://dx.doi.org/10.1037/0033-2909.85.6.1177
https://www.in.gov/dnr/fish-and-wildlife/hunting-and-trapping/canada-geese-management/
https://www.in.gov/dnr/fish-and-wildlife/hunting-and-trapping/canada-geese-management/
http://dx.doi.org/10.1007/s00265-003-0665-5
http://dx.doi.org/10.7717/peerj.16379


Kristensen HH, Prescott NB, Perry GC, Ladewig J, Ersbøll AK, Overvad KC,Wathes
CM. 2007. The behaviour of broiler chickens in different light sources and illumi-
nances. Applied Animal Behaviour Science 103(1):75–89
DOI 10.1016/j.applanim.2006.04.017.

Kurylo DD, Chung C, Yeturo S, Lanza J, Gorskaya A, Bukhari F. 2015. Effects of
contrast, spatial frequency, and stimulus duration on reaction time in rats. Vision
Research 106:20–26 DOI 10.1016/j.visres.2014.10.031.

Larkin RP, Torre-Bueno JR, Griffin DR,Walcott C. 1975. Reactions of migrating birds
to lights and aircraft. Proceedings of the National Academy of Sciences of the United
States of America 72(6):1994–1996.

Lees AC, Haskell L, Allinson T, Bezeng SB, Burfield IJ, Renjifo LM, Rosenberg KV,
Viswanathan A, Butchart SHM. 2022. State of the world’s birds. Annual Review of
Environment and Resources 47(1):231–260
DOI 10.1146/annurev-environ-112420-014642.

Lenth R, Singmann H, Love J, Buerkner P, Herve M. 2019. Package ‘emmeans’. Available
at https://cran.r-project.org/web/packages/emmeans/index.html .

Leynes PA, Addante RJ. 2016. Neurophysiological evidence that perceptions of fluency
produce mere exposure effects. Cognitive, Affective, & Behavioral Neuroscience
16(4):754–767 DOI 10.3758/s13415-016-0428-1.

Lodge J, Cottrell D. 2010. Processing fluency and distracter devaluation: does the
processing of repeatedly presented distracters influence subjective liking? In: 37th
Australasian experimental psychology conference, Melbourne, VIC, Australia.

Loss SR,Will T, Marra PP. 2014. Estimation of bird-vehicle collision mortality on US
roads. The Journal of Wildlife Management 78(5):763–771
DOI 10.1016/j.biocon.2013.10.007.

Loss SR,Will T, Marra PP. 2015. Direct mortality of birds from anthropogenic causes.
Annual Review of Ecology, Evolution, and Systematics 46:99–120
DOI 10.1146/annurev-ecolsys-112414-054133.

Lunn RB, Baumhardt P, Blackwell B, Freyssinier JP, Fernández-Juricic E. 2023. Light
wavelength and pulsing frequency affect avoidance responses of Canada geese.
Ecoevorxiv.

Lunn RB, Blackwell BF, De Vault TL, Fernández-Juricic E. 2022. Can we use antipreda-
tor behavior theory to predict wildlife responses to high-speed vehicles? PLOS ONE
17(5):e0267774 DOI 10.1371/journal.pone.0267774.

Lustick S. 1973. The effect of intense light on bird behavior and physiology. In: Bird
control seminars proceedings. 119.

Maia R, Gruson H, Endler JA,White TE. 2019. pavo 2: new tools for the spectral and
spatial analysis of colour in R.Methods in Ecology and Evolution 10(7):1097–1107
DOI 10.1111/2041-210X.13174.

Montoya RM, Horton RS, Vevea JL, Citkowicz M, Lauber EA. 2017. A re- examination
of the mere exposure effect: The influence of repeated exposure on recognition,
familiarity, and liking. Psychological Bulletin 143:459–498 DOI 10.1037/bul0000085.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 30/33

https://peerj.com
http://dx.doi.org/10.1016/j.applanim.2006.04.017
http://dx.doi.org/10.1016/j.visres.2014.10.031
http://dx.doi.org/10.1146/annurev-environ-112420-014642
https://cran.r-project.org/web/packages/emmeans/index.html
http://dx.doi.org/10.3758/s13415-016-0428-1
http://dx.doi.org/10.1016/j.biocon.2013.10.007
http://dx.doi.org/10.1146/annurev-ecolsys-112414-054133
http://dx.doi.org/10.1371/journal.pone.0267774
http://dx.doi.org/10.1111/2041-210X.13174
http://dx.doi.org/10.1037/bul0000085
http://dx.doi.org/10.7717/peerj.16379


Moore BA, Baumhardt P, Doppler M, Randolet J, Blackwell BF, De Vault TL, Loew ER,
Fernández-Juricic E. 2012. Oblique color vision in an open-habitat bird: spectral
sensitivity, photoreceptor distribution and behavioral implications. Journal of
Experimental Biology 215(19):3442–3452 DOI 10.1242/jeb.073957.

Moore BA, Tyrrell LP, Pita D, Bininda-Emonds ORP, Fernández-Juricic E. 2017. Does
retinal configuration make the head and eyes of foveate birds move? Scientific Reports
7(1):Article 1 DOI 10.1038/srep38406.

Nakagawa S, Schielzeth H. 2010. Repeatability for Gaussian and non-Gaussian data: a
practical guide for biologists. Biological Reviews 85(4):935–956
DOI 10.1111/j.1469-185X.2010.00141.x.

Nakagawa S, Schielzeth H. 2013. A general and simple method for obtaining R2
from generalized linear mixed-effects models.Methods in Ecology and Evolution
4(2):133–142 DOI 10.1111/j.2041-210x.2012.00261.x.

O’Dea RE, Noble DW, Nakagawa S. 2021. Unifying individual differences in personality,
predictability and plasticity: a practical guide.Methods in Ecology and Evolution
13(2):278–293.

Osorio D, VorobyevM. 2005. Photoreceptor sectral sensitivities in terrestrial animals:
adaptations for luminance and colour vision. Proceedings of the Royal Society B:
Biological Sciences 272(1574):1745–1752 DOI 10.1098/rspb.2005.3156.

Pettigrew JD, Dreher B, Hopkins CS, McCall MJ, BrownM. 1988. Peak density and
distribution of ganglion cells in the retinae of microchiropteran bats: implica-
tions for visual acuity (Part 1 of 2). Brain, Behavior and Evolution 32(1):39–47
DOI 10.1159/000116531.

Poot H, Ens BJ, de Vries H, Donners MAH,WernandMR,Marquenie JM. 2008. Green
light for nocturnally migrating birds. Ecology and Society 13(2).

Provini P, Goupil P, Hugel V, Abourachid A. 2012.Walking, paddling, waddling:
3D kinematics anatidae locomotion (Callonetta leucophrys). Journal of Ex-
perimental Zoology Part A: Ecological Genetics and Physiology 317(5):275–282
DOI 10.1002/jez.1721.

R Core Team. 2022. R: a language and environment for statistical computing. Vienna: R
Foundation for Statistical Computing. Available at https://www.R-project.org/.

Rankin CH, Abrams T, Barry RJ, Bhatnagar S, Clayton DF, Colombo J, Coppola G,
Geyer MA, Glanzman DL, Marsland S, McSweeney FK,Wilson DA,Wu C-F,
Thompson RF. 2009.Habituation revisited: an updated and revised description of
the behavioral characteristics of habituation. Neurobiology of Learning and Memory
92(2):135–138 DOI 10.1016/j.nlm.2008.09.012.

Rash CE. 2004. Awareness of causes and symptoms of flicker vertigo can limit ill effects.
Human Factors and Aviation Medicine 51(2):1–6.

Reber R, Schwarz N,Winkielman P. 2004. Processing fluency and aesthetic pleasure:
is beauty in the perceiver’s processing experience? Personality and Social Psychology
Review 8(4):364–382 DOI 10.1207/s15327957pspr0804_3.

RebkeM, Dierschke V,Weiner CN, Aumüller R, Hill K, Hill R. 2019. Attraction of
nocturnally migrating birds to artificial light: the influence of colour, intensity

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 31/33

https://peerj.com
http://dx.doi.org/10.1242/jeb.073957
http://dx.doi.org/10.1038/srep38406
http://dx.doi.org/10.1111/j.1469-185X.2010.00141.x
http://dx.doi.org/10.1111/j.2041-210x.2012.00261.x
http://dx.doi.org/10.1098/rspb.2005.3156
http://dx.doi.org/10.1159/000116531
http://dx.doi.org/10.1002/jez.1721
https://www.R-project.org/
http://dx.doi.org/10.1016/j.nlm.2008.09.012
http://dx.doi.org/10.1207/s15327957pspr0804_3
http://dx.doi.org/10.7717/peerj.16379


and blinking mode under different cloud cover conditions. Biological Conservation
233:220–227 DOI 10.1016/j.biocon.2019.02.029.

Reed JR, Sincock JL, Hailman JP. 1985. Light attraction in endangered procellari-
iform birds: reduction by shielding upward radiation. The Auk 102(2):377–383
DOI 10.2307/4086782.

Ronald KL, Fernández-Juricic E, Lucas JR. 2012. Taking the sensory approach: how
individual differences in sensory perception can influence mate choice. Animal
Behaviour 84(6):1283–1294 DOI 10.1016/j.anbehav.2012.09.015.

Rosenberg KV, Dokter AM, Blancher PJ, Sauer JR, Smith AC, Smith PA, Stanton
JC, Panjabi A, Helft L, Parr M, Marra PP. 2019. Decline of the North American
avifauna. Science 366(6461):120–124 DOI 10.1126/science.aaw1313.

Rosenthal GG. 2017.Mate choice: the evolution of sexual decision making from microbes to
humans. Princeton: Princeton University Press.

Santiago C, Green NF, Hamilton N, Endler JA, Osorio DC, Marshall NJ, Cheney KL.
2020. Does conspicuousness scale linearly with colour distance? A test using reef
fish. Proceedings of the Royal Society B: Biological Sciences 287(1935):20201456
DOI 10.1098/rspb.2020.1456.

Sarkheil H, Talaeian Eraghi M, Vatan Khah S. 2021.Hazard identification and risk
modeling on runway bird strikes at Sardar-e-Jangal International Airport of Iran.
Modeling Earth Systems and Environment 7(4):2589–2598
DOI 10.1007/s40808-020-01032-0.

Schielzeth H, Dingemanse NJ, Nakagawa S,Westneat DF, Allegue H, Teplitsky C,
Araya-Ajoy YG , et al. 2020. Robustness of linear mixed-effects models to violations
of distributional assumptions.Methods in Ecology and Evolution 11(9):1141–1152.

Sharpe LT, Stockman A, JaglaW, Jägle H. 2005. A luminous efficiency function, V*( λ),
for daylight adaptation. Journal of Vision 5(11):3 DOI 10.1167/5.11.3.

Sherwin CM. 1998. Light intensity preferences of domestic male turkeys. Applied Animal
Behaviour Science 58(1):121–130 DOI 10.1016/S0168-1591(97)00138-X.

Sih A, Sinn DL, Patricelli GL. 2019. On the importance of individual differences in be-
havioural skill. Animal Behaviour 155:307–317 DOI 10.1016/j.anbehav.2019.06.017.

Singmann H, Bolker B,Westfall J, Aust F, Ben-Shachar MS. 2015. afex: analysis of
factorial experiments. R package version 0.13-145. Available at https://cran.r-project.
org/web/packages/afex/index.html .

Singmann H, Kellen D. 2019. An introduction to mixed models for experimental
psychology. New Methods in Cognitive Psychology 28(4):4–31.

Stankowich T, Blumstein DT. 2005. Fear in animals: a meta-analysis and re-
view of risk assessment. Proceedings of the Royal Society B: Biological Sciences
272(1581):2627–2634 DOI 10.1098/rspb.2005.3251.

Stoffel MA, Nakagawa S, Schielzeth H. 2017. rptR: repeatability estimation and variance
decomposition by generalized linear mixed-effects models.Methods in Ecology and
Evolution 8(11):1639–1644 DOI 10.1111/2041-210X.12797.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 32/33

https://peerj.com
http://dx.doi.org/10.1016/j.biocon.2019.02.029
http://dx.doi.org/10.2307/4086782
http://dx.doi.org/10.1016/j.anbehav.2012.09.015
http://dx.doi.org/10.1126/science.aaw1313
http://dx.doi.org/10.1098/rspb.2020.1456
http://dx.doi.org/10.1007/s40808-020-01032-0
http://dx.doi.org/10.1167/5.11.3
http://dx.doi.org/10.1016/S0168-1591(97)00138-X
http://dx.doi.org/10.1016/j.anbehav.2019.06.017
https://cran.r-project.org/web/packages/afex/index.html
https://cran.r-project.org/web/packages/afex/index.html
http://dx.doi.org/10.1098/rspb.2005.3251
http://dx.doi.org/10.1111/2041-210X.12797
http://dx.doi.org/10.7717/peerj.16379


Syposz M, Padget O,Willis J, Van Doren BM, Gillies N, Fayet AL,WoodMJ,
Alejo A, Guilford T. 2021. Avoidance of different durations, colours and in-
tensities of artificial light by adult seabirds. Scientific Reports 11(1):Article 1
DOI 10.1038/s41598-021-97986-x.

Tacha TC,Woolf A, KlimstraWD, AbrahamKF. 1991.Migration patterns of the
Mississippi valley population of Canada Geese. The Journal of Wildlife Management
55(1):94–102 DOI 10.2307/3809245.

Thady RG, Emerson LC, Swaddle JP. 2022. Evaluating acoustic signals to reduce avian
collision risk. PeerJ 10:e13313 DOI 10.7717/peerj.13313.

Tisdale V, Fernández-Juricic E. 2009. Vigilance and predator detection vary be-
tween avian species with different visual acuity and coverage. Behavioral Ecology
20(5):936–945 DOI 10.1093/beheco/arp080.

Tomsic D, Theobald J. 2023. A neural strategy for directional behaviour. Nature
613(7944):442–443 DOI 10.1038/d41586-022-04494-7.

Tyrrell LP, Moore BA, Loftis C, Fernández-Juricic E. 2013. Looking above the prairie:
localized and upward acute vision in a native grassland bird. Scientific Reports
3(1):Article 1 DOI 10.1038/srep03231.

VorobyevM, Brandt R, Peitsch D, Laughlin SB, Menzel R. 2001. Colour thresholds and
receptor noise: behaviour and physiology compared. Vision Research 41(5):639–653
DOI 10.1016/S0042-6989(00)00288-1.

VorobyevM, Osorio D. 1998. Receptor noise as a determinant of colour thresh-
olds. Proceedings of the Royal Society of London. Series B: Biological Sciences
265(1394):351–358 DOI 10.1098/rspb.1998.0302.

WagnerWE. 1998.Measuring female mating preferences. Animal Behaviour
55(4):1029–1042 DOI 10.1006/anbe.1997.0635.

WänkeM, Hansen J. 2015. Relative processing fluency. Current Directions in Psychologi-
cal Science 24(3):195–199 DOI 10.1177/0963721414561766.

WegeML, Raveling DG. 1984. Flight speed and directional responses to wind by
migrating Canada Geese. The Auk 101(2):342–348 DOI 10.1093/auk/101.2.342.

Winkielman P, Schwarz N, Fazendeiro TA, Reber R. 2003. The Hedonic marking
of processing fluency: implications for evaluative judgment. The Psychology of
Evaluation: Affective Processes in Cognition and Emotion 189:217.

WolakME, Fairbairn DJ, Paulsen YR. 2012. Guidelines for estimating repeatability.
Methods in Ecology and Evolution 3(1):129–137
DOI 10.1111/j.2041-210X.2011.00125.x.

Yorzinski JL, Patricelli GL, Babcock JS, Pearson JM, Platt ML. 2013. Through their
eyes: selective attention in peahens during courtship. Journal of Experimental Biology
216(22):4310–4310 DOI 10.1242/jeb.098392.

Zajonc RB. 1968. Attitudinal effects of mere exposure. Journal of Personality and Social
Psychology 9:1–27 DOI 10.1037/h0025848.

Lunn et al. (2023), PeerJ, DOI 10.7717/peerj.16379 33/33

https://peerj.com
http://dx.doi.org/10.1038/s41598-021-97986-x
http://dx.doi.org/10.2307/3809245
http://dx.doi.org/10.7717/peerj.13313
http://dx.doi.org/10.1093/beheco/arp080
http://dx.doi.org/10.1038/d41586-022-04494-7
http://dx.doi.org/10.1038/srep03231
http://dx.doi.org/10.1016/S0042-6989(00)00288-1
http://dx.doi.org/10.1098/rspb.1998.0302
http://dx.doi.org/10.1006/anbe.1997.0635
http://dx.doi.org/10.1177/0963721414561766
http://dx.doi.org/10.1093/auk/101.2.342
http://dx.doi.org/10.1111/j.2041-210X.2011.00125.x
http://dx.doi.org/10.1242/jeb.098392
http://dx.doi.org/10.1037/h0025848
http://dx.doi.org/10.7717/peerj.16379

