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Abstract

Bold or shy? Examining the risk—taking behavior and neophobia of invasive and non—invasive house sparrows.
Behavior provides a useful framework for understanding specialization, with animal personality aiding our
understanding of the invasiveness of birds. Invasions imply dispersion into unknown areas and could require
changes in behavior or spatial clustering based on personality. Reduced neophobia and increased exploring
behavior could allow individuals to colonize new areas as they test and use non—familiar resources. Here, we
hypothesized that house sparrow (Passer domesticus) individuals from invasive populations would exhibit bolder
behavior than in non—invasive populations. We assessed risk taking and neophobia in male house sparrows in
Barcelona (where it is considered native) and in Mexico City (where it has become widely invasive), captured
in two different habitats, urban and non—urban. We assessed latency to enter an experimental cage and to
explore it, and latency to feed and feeding time in the presence of a novel object. We found that sparrows from
Mexico City, both from urban and non—urban areas, were quicker to enter the experimental cage than the spa-
rrows from Barcelona. The time it took the birds to start exploring the cage gave a similar result. We found no
differences between cities or habitats in the latency to feed and feeding time while exposed to a novel object.
Our results partially support the view that the invader populations from Mexico City are bolder than those from
Barcelona. Behavior is an important component of plasticity and its variability may have an important effect on
adaptation to local situations. Future studies should disentangle the underlying mechanisms that explain the
different personalities found in populations of different regions, contrasting populations of different densities,
and taking different food availability scenarios into account.
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Resumen

¢Audaz o timido? Examinando el comportamiento de toma de riesgo y neofobia de los gorriones comunes
invasivos y no invasivos. Dado que el comportamiento proporciona un marco Util para comprender la especia-
lizacion, la personalidad animal puede ayudar a explicar la capacidad invasiva de las aves. La invasion implica
la dispersion por areas desconocidas y podria requerir cambios en el comportamiento o agrupaciones espacia-
les basadas en la personalidad. La reduccion de la neofobia y el aumento del comportamiento de exploracion
podrian permitir a los individuos colonizar nuevas areas a medida que prueban y utilizan recursos que no les
son familiares. En este trabajo suponemos que los individuos de gorrién comun (Passer domesticus) mostraran
un comportamiento mas audaz en las poblaciones invasivas que en las poblaciones no invasivas. En este
estudio evaluamos la toma de riesgo y la neofobia en machos de gorrion comun de Barcelona (donde se con-
sidera nativo) y de Ciudad de México (donde es invasivo) capturados en dos habitats diferentes (urbano y no
urbano). Evaluamos la latencia para entrar en la jaula experimental y para explorarla, asi como la latencia para
alimentarse y el tiempo de alimentacion en presencia de un objeto extrafio. Encontramos que los gorriones de
Ciudad de México, tanto de habitats urbanos como no urbanos, entraron mas rapido en la jaula experimental
que los gorriones de Barcelona. El resultado fue similar para el tiempo que les tomé comenzar a explorar la
jaula. No encontramos diferencias entre ciudades y habitats en cuanto a la latencia para alimentarse y el tiempo
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que les tomo alimentarse en presencia de un objeto extrafio. Nuestros resultados apoyan parcialmente la idea
de que las poblaciones invasivas de Ciudad de México son mas atrevidas que las de Barcelona. El comporta-
miento es un componente importante de la plasticidad y su variabilidad puede tener un efecto importante en la
adaptacion a situaciones locales. Se deberian llevar a cabo otros estudios para desentrafiar los mecanismos
que explican las diferencias de personalidad que se encuentran entre poblaciones de distintos origenes, asi
como comparando poblaciones con diferente densidad demografica y teniendo en cuenta diferentes contextos
de disponibilidad de alimentos.
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Introduction

The success of exotic bird species may be explained
by several traits (Candolin and Wong, 2012; Weis
and Sol, 2016). Classical studies have focused on
population dynamics while other important aspects
such as behavior have received less attention (Sol
and Maspons, 2016). Recently, behavior has been
identified as a key element to explain successful in-
vasion of new areas (Evans, 2010; Gonzalez—Lagos
and Quesada, 2017). Studies have highlighted the role
of behavior in understanding specialization in species'
use of movement and space with niche specialization
(Spiegel et al., 2017; Schirmer et al., 2019). Because
invasion of new environments implies dispersion into
unknown areas and thus implies unknown dangers,
one could expect that individuals with certain behavio-
ral traits are more prone to successfully invade new
areas (Chapple et al., 2012; Wolf and Weissing, 2012;
Myles—Gonzalez et al., 2015). Not surprisingly, it has
been shown that these behavioral traits can be sub-
jected to selective pressures (Canestrelli et al., 2016).
Animals have systematic and structured within—
population differences regarding their behavioral
tendencies. Such tendencies have been shown to be
stable over time when exposed to the same situation or
context, a phenomenon that has been called personality
(Wolf and Weissing, 2012). Personality traits may be
identified and quantified through antagonistic behaviors
that are observable among the individuals in a group
or population, always under the same scenario (Réale
etal., 2007). The personality traits most widely studied
in the past are boldness—shyness, exploration, activity,
aggressiveness, and sociability (Réale et al., 2007).
When an invasion process starts, individuals need a
set of capabilities, including boldness, to explore new
environments or use novel resources (Chapple et al.,
2012; Weis and Sol, 2016). This topic has been studied
in fish and reptile species, but evidence in bird species
is still scarce (Dingemanse et al., 2007; Herczeg et al.,
2009; Myles—Gonzalez et al., 2015; Lapiedra et al.,
2017). Specifically, how personality might contribute to
species invasiveness is a relatively unexplored area
of research in birds. Here we hypothesized that within
the same species (house sparrow Passer domesticus),
individuals from populations in non-native areas
where they are highly invasive would exhibit bolder
behavior than individuals from a region where they are
considered native. Since different personality traits are
often correlated (Reale et al., 2007), individuals from
non—native and invasive populations could also present
bolder, more exploratory and less neophobic behaviors.
The house sparrow is a good biological model to test
this hypothesis as it represents a well-known example
of a successful invasive species worldwide (Anderson,
2006). Specifically, the North American population was
introduced into northeastern USA during the mid—18th
century as the result of several independent events.
Afterwards, it invaded most of the USA and Mexico, pre-
sumably at the beginning of the 20th century (Wagner,
1959; Robbins, 1973; Anderson, 2006, Pena—Peniche
etal., 2021). Unlike most bird species, house sparrows
tend to increase their densities in urban areas when

conditions are favorable, yet their body condition, which
has shown to be stable across urban land—uses, can
be compromised in heavily—industrialized sites, for
instance (Chavez-Zichinelli et al., 2010; Bokony et
al., 2012b; Bonier, 2012). This sparrow has shown
high plasticity in an extensive set of behaviors. These
include the use of a wide variety of nest cavities and
nest substrates (Kimball, 1997; Nhlane, 2000; Peach
et al., 2008; Hoi et al., 2011), an extensive array of
foraging behaviors (Guillory and Deshotels, 1981;
Kotél, 1984; Flux and Thompson, 1986; Anderson,
2006), and adaption to an omnivorous diet in urban
environments, ranging from seeds to nectar, insects,
and even discarded human—food leftovers (Stidolph,
1974; Gavett and Wakeley, 1986; Clergeau, 1990;
Moulton and Ferris, 1991; Leveau, 2008). The species
is not migrant (with the exception of a plesiomorphic
population; i.e., Bactrianus; Saetre et al., 2012), and it
has a small range in established populations (~5 km;
Anderson, 2006). Its invasibility is thus not explained by
population—based processes like migration and could
perhaps be the result of an individual decision—making
process based on personality. Thus, its behavioral
flexibility (low levels of neophobia and high levels of
exploratory behavior) could allow individuals to colonize
new areas through their ability to recognize and use of
non—familiar resources (Webster and Lefebvre 2001;
Sol et al., 2002; Wright et al., 2010).

The house sparrow is a human commensal spe-
cies. It has been hypothesized to have evolved along
with human agriculture (Anderson, 2006), with only the
Bactrianus population lacking association with human
settlements (Seetre et al., 2012). Its relationship is so
closely tied to humans across most of its distribution
that local populations tend to become extinct when
human settlements are abandoned (Anderson, 2006;
Summers—Smith, 2010). Furthermore, this sparrow
has learned to use humans as cues to find sites with
large amounts of food resources in the form of human
food waste (Fernandez—Juricic, 2001), although this
has been recorded only at intermediate levels of
human presence (Fernandez—Juricic et al., 2003).

Here, we studied risk taking and neophobia, as-
sessed through boldness, in male house sparrows
in two cities; one where the species is non—invasive
and considered to be native (Barcelona, Spain), and
another where it is invasive (Mexico City, Mexico). We
acknowledge that the sparrow populations in Barce-
lona may have been the result of range—expansion
together with that of the human species because
the house sparrow originated in the Middle East
(Anderson, 2006). We thus consider the Barcelona
populations as well-settled (> 5,500 years; Ravinet et
al., 2018) that arrived as a human commensal species
through indirect human assistance (Anderson, 2006)
in comparison with the more recently introduced (<
100 years) and settled populations in Mexico City
(Pefa—Peniche et al., 2021).

For this study, we focused on house sparrows
from two habitats, urban and non-urban (mainly
agricultural), from each city. We performed two ex-
periments where we evaluated potential differences
in (i) risk—taking (latency to enter the experimental
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Fig. 1. Experimental design of risk—taking and neophobia.

Fig. 1. Disefio experimental de toma de riesgos y neofobia.

cage and latency to explore the experimental cage)
and (ii) neophobia (latency to feed and feeding time
in the presence of a novel object). Given that previous
studies have shown that house sparrows can be
bolder when exotic and invasive (Martin and Fitzge-
rald, 2005; MacGregor—Fors et al., 2010, 2019), we
predicted that sparrows from Mexico City would be
bolder that those from Barcelona in both experiments.
Furthermore, given that urban birds have shown to
be bolder than their non—urban relatives (Liker and
Bokony, 2009; Bokony et al., 2012a; Riyahi et al.,
2017), we expected urban individuals to be bolder
than their non—urban counterparts, regardless of their
native or non—native status.

Material and methods

Study area and fieldwork

We performed this study in two cities: Barcelona
(Spain) and Mexico City (Mexico). Barcelona, located
in the northeastern region of the Iberian Peninsula
(41°23'30" N, 2° 10' 25" E), representing the second
most populated urban center in Spain (1.6 million
inhabitants), with its metropolitan area consisting of
3.2 million residents (AMB, 2021). Mexico City, located
in the Valley of Mexico (19° 25' 56" N, 99° 7' 59" W),
is the most populated urban center in Mexico (22 mi-
llion residents; INEGI, 2020), and one of the most
populated worldwide (United Nations, 2018).

We captured male adult house sparrows from
September through December of 2014. We used
mist nets that were open from dawn (6:00 h) to noon
(12:00 h). In Mexico City, we captured 16 male house
sparrows in the urban area (i.e., Ciudad Universitaria,
UNAM) and 16 at the non—urban site (i.e., Milpa Alta).
In Barcelona, we captured 20 male house sparrows
in the urban area (Parc de la Ciutadella) and 22 at
the non—urban site (Parc Agrari del Baix Llobregat,
Gava). We released all sparrows at the sites of capture
after the trials were completed.

Experimental trials

Birds were housed in individual cages for at least
10 days in order to reduce the stress of captivity
(Quesada et al., 2013). They were fed ad libitum with
a mixture made for granivorous and insectivorous
birds, complemented with vitamins (Moreno—Rueda
and Soler, 2002; Bokony et al., 2012b). During the
first three days we supplied an anti—parasite solution
in the water so that a minimized condition was not a
constraint that could mask the results of the experi-
ment (Quesada et al., 2013).

We performed two personality tests: one of risk
taking and one of neophobia. To evaluate risk—taking
behavior, we put the sparrows individually inside a
small dark box made of cardboard that was annexed
to the experimental cage (made of metal mesh with
two perches). After the observer was stationed behind
the blinds, the door of the dark boxes was opened
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Table 1. Generalized linear models assessing the proportion of individuals, the time that male house
sparrows from Mexico City and Barcelona took to come out of the dark box and to enter the experimental
box, and the time to start exploring the experimental cage.

Tabla 1. Modelos lineales generalizados que muestran la proporcion de individuos, el tiempo que tardaron
los gorriones machos de Ciudad de México y de Barcelona en salir de la caja oscura y entrar en la jaula
experimental y el tiempo que tardaron en comenzar a explorar la jaula experimental.

Deviance Residual
Df Residuals Df Deviance =

Number of individuals that entered the experimental cage

City 1 2.98 72 43.35 0.08

City/habitat 2 1.43 70 41.91 0.48
Latency to enter the experimental cage

City 1 18.57 65 18.95 < 0.001

City/habitat 2 0.38 63 18.56 0.50
Latency to start exploring the cage

City 1 0.39 64 4.02 0.01

City/habitat 2 0.03 62 4.00 0.79

from a distance by means of a string system. We
then evaluated whether the animal came out or not
(as several animals did not leave the box) and how
long each individual took to go out (latency to enter
to the cage). Once the bird came out, we measured
the time it took for the individual to begin exploring
the experimental cage (latency to explore the cage).

For the neophobia experiment we examined the
individual behavioral response to an unknown (novel)
object. After the first experiment (described above),
the birds that came out from the experimental box
were maintained in the experimental cage for two
hours and food—deprived in order to assure that they
were motivated when food was presented in the cage
(Quesada et al., 2013). After the deprivation period, we
introduced a feeder for 30 min, similar to the one from
which they had been fed in the captivity cages so that
they could quickly recognize that there was food. We
then deprived the sparrows of food again for two hours
and repeated the same protocol, but in this case, we
introduced a red ball (novel object) close to the feeder.
We recorded whether or not the birds approached the
feeder, and measured the time it took them to approach
and the length of time they fed (fig. 1).

Statistical analyses

For the latency to enter the experimental cage, we
performed two analyses. First, as some individuals
did not enter the experimental cage in the 120 min of
the trial, we assessed the number of birds that came
out of the box using a generalized linear model (GLM;
binomial distribution), considering a nested scenario
of city and habitat as independent variables (i.e., city/
habitat). Second, for those individuals that did come
out of the box, we performed two additional GLMs

(Gamma distribution, given the distribution of the
dependent variables), one to assess the time they
took to leave the box (latency to enter to the cage)
and another to relate the time they took to explore
the cage (i.e., latency to explore the cage).

For the latency to feed and feeding time in the
presence of a novel object, we used a generalized
linear mixed model (GLMM; Gamma distribution) for
time to feed and a linear mixed model (LMM) for
feeding time given the distribution of the data. For
this test, using only the birds that came out of the
box, we considered the nested scenario of city and
habitat as independent variables (i.e., city/habitat),
the experiment variables (foreign object, habitat) as
a fixed factor, and the identity of the individual as
random factor given that we used the same individual
twice (with and without the novel object).

Results

The proportion of male sparrows that came out of
the box to explore the experimental cages was not
related to habitat, but there was a non-significant
trend for differences between cities (table 1). A higher
proportion of house sparrows from Mexico City left the
dark box (n = 31; 96.7%) than those from Barcelona
(n = 35; 85.4%). For those individuals that left the
dark box, sparrows from Mexico City showed faster
times than those from Barcelona, showing no interac-
tion with habitat (Mx,: 7.20 + SE 0.97 secs; angr:
30.06 + SE 4.53 secs; Ben 0 967. 65 + 55.45 secs;
Ben,,: 862.53 £41.75 secs, table 1). A similar pattern
occurred for the time individuals took to start exploring
the experimental cage (Mx ,,: 32.93 + SE 2.25 secs;
angr: 53.38 £ SE 5.32 secs; Ben, . 79.82 + 6.18 secs;
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Table 2. Mixed models assessing the latency
to feed and feeding time in the presence of
a novel object (NO) of male house sparrows
that came out of the box.

Tabla 2. Modelos mixtos que muestran la relacion
entre la latencia para alimentarse y el tiempo
que tardaron los gorriones macho que salieron
de la caja en alimentarse en presencia de un
objeto extrario (NO,).

X2 Df P
Time to feed
Intercept 118.23 1 <0.001
NO 0.02 1 0.88
City 0.04 1 0.83
NO x City 0.05 1 0.82
NO x City/habitat 135 4 0385
Feeding time
Intercept 17245 1 < 0.001
NO 1.22 1 0.26
City 0.07 1 0.79
NO x City 0.61 1 044
NO x City/habitat 410 4 0.39

Ben,, 1 74.47 + 3.10 secs, table 1). For the neopho-
bia trials, we found no differences in city or habitat
regarding the time to feed and feeding time, or for
the presence—absence of the novel object (table 2).

Discussion

Invasiveness has traditionally been explained by life
history traits, where some species have thrived in
urban environments because they have a set of pre-
existent behavioral, morphological, or physiological
traits that are the consequence of their evolutionary
history (Partecke, 2014). However, behavior can
also be a key factor related to the invasiveness of
some species that a priori do not fit as candidates
to thrive in urban habitats (Gonzéalez-Lagos and
Quesada, 2017). Indeed, behavior is an important
component of plasticity, whether as a consequence
of genetic expression or plasticity—based learning
processes (Snell-Rood, 2013), and it can have an
important impact on population dynamics (Pelletier
and Garant, 2012). This variability may have a no-
table effect on generating new strategies to thrive
in a new environment as a product of phenotypic
variance, beyond what would be expected by natural
selection alone. However, this variance in behavior
can be associated with behavioral syndromes (i.e.,
the way in which the personality traits are combined)

that result in different personalities (Drent et al.,
2003; Sih et al., 2004).

In this study we tested the hypothesis that perso-
nality is associated with the invasiveness of the house
sparrow from Mexico City when compared to those
from Barcelona by analyzing two basic personality
traits (risk taking and neophobia) in a bold—to—shy
spectrum (Canestrelli et al., 2016). Our results par-
tially support the view that invasive populations from
Mexico City are bolder than those from Barcelona. The
populations from Mexico City, urban and non-urban,
took more risk in exploring new areas than those from
Barcelona. However, none of the studied populations
showed differences regarding fear to new objects. This
is not surprising given the plasticity of a species that
is so well adapted to urban and agricultural scenarios
where they tend to be exposed to novel objects on
a regular basis.

Personality may play an important role in spatial
ecology (Spiegel et al., 2017) given that in certain
ecological contexts a selective regime may favor some
particular personalities (Myles—Gonzalez et al., 2015).
When the invasive process starts, the individuals need
a set of capabilities for exploration and boldness to
facilitate resource use, to cope with disturbances,
and to enhance communication in new and unknown
environments. Bolder personalities are thus candida-
tes to thrive in areas outside their original range of
distribution, given that explorers and bolder individuals
tend to disperse farther (Canestrelli et al., 2016). Our
results suggest that this variation in personality may be
used to adapt to local situations. The house sparrows
from the invasive population (Mexico) appeared to be
bolder than the Barcelona population, at least in terms
of risk taking (i.e, the time it took them to leave the
experimental box and explore the cage).

Interestingly, dispersion ability, a key factor for
invasiveness, is mediated by decision—taking pro-
cesses that imply assuming the risk to explore (or
not) new habitats, given that exploration implies the
assumption of some cost in term of fitness (Chaine and
Clobert, 2012; Gonzalez—Lagos and Quesada, 2017).
Our results agree with several experimental studies
that have been carried out in similar approaches of
risk—taking. For instance, several studies have shown
how birds of the same species express different risk—
taking behaviors (i.e., flight initiation distance) when
they invade a new environment (Scales et al., 2011;
Tryjanowski et al., 2016; Ducatez et al., 2017). One
common example is the comparison of non-typical
urban species invading urban areas. In most cases,
urban populations take more risks than populations
from the non—urban areas. This finding applies to
the house sparrows; as Seress et al. (2011) showed.
They observed that young urban house sparrows
were bolder than non—urban birds of any age group
in Hungary, where the species is considered to be
native, although older urban birds were less bold.
In addition, studies have demonstrated that more
exploratory birds disperse larger distances than less
exploratory birds according to theoretical (Spiegel et
al., 2017) and empirical approaches (Dingemanse
et al., 2003; Korsten et al., 2013; Botero—Delgadillo



Animal Biodiversity and Conservation 45.1 (2022)

103

et al., 2020; Jablonszky et al., 2020), supporting the
hypothesis that personality may play a significant role
in the success of bird invasions.

MacGregor—Fors et al. (2019) recently showed that
house sparrows are bolder —in terms of alert distances—
where it is exotic, invasive, and abundant, suggesting
a density—dependent process in urban areas. Given
that house sparrow densities in Mexico City are
greater than those in Barcelona (MacGregor—Fors
et al., 2017), our results could also be influenced by
a density—dependent process. Thus, broadening the
number of populations from a wider spectrum of the
sparrow’s distribution could help to confirm whether
our result is generalizable or not.

We recorded no differences for the neophobia ex-
periment. Many studies have shown that birds adapted
to new situations (i.e., urban birds) are less neophobic
than those that remain in known conditions (Mgller,
2008). A study carried out in in house sparrows in
Hungary in different intensities of urbanization did not
find significant differences between personality traits
(e.g., neophobia, predatory risk—taking, level of acti-
vity) or behavioral syndromes (Bokony et al., 2012a).
In contrast, Cohen and Dor (2018) found that the
southernmost range—expanding population of house
sparrows in Israel had the fewest neophobic individuals,
although this could be because the authors compared
two different geographic populations (i.e., Biblicus,
Indicus). Martin and Fitzgerald (2005) also compared
neophobia in two invasive populations, one in Pana-
ma and the other in New Jersey (USA), at different
stages of establishment. They found that the newer
population (in Panama) approached and consumed
novel food resources at faster rates. Altogether, these
results suggest that differences in neophobia between
invasive populations are detected when invasion is in
its initial stages, but not when invasion has reached
a temporal threshold as observed in the population of
house sparrows in Mexico.

Regarding the selective mechanisms behind chan-
ges in the personality of invasive and non—invasive
populations of one same species, we consider that
a crucial question is: are these differences between
populations a consequence of the selection factors
of individuals with particular personalities (bold or shy
personalities) or is this a consequence of learning pro-
cesses, such as habituation or behavioral syndrome
change? The time since colonization of both popula-
tions could shed some light on this question. Sparrows
from Barcelona presumably range—expanded to the
European Mediterranean region during the expansion
of human agriculture, while they were intentionally
translocated to North America (Anderson, 2006). Hen-
ce, the populations in Barcelona, generally considered
native as they have been part of the avifauna of the
region for millennia, appear to be the consequence
of bold individuals, or groups that range—expanded to
the European Mediterranean Basin as human com-
mensals. The case of recent introductions in North
America represents random samples of individuals (in
terms of behavioral personality) that arrived to North
America and underwent further selection processes
to become bolder phenotypes, and then expanded

their distribution down to Panama, becoming esta-
blished in central Mexico less than 100 years ago
(Pefa—Peniche et al., 2021). Although differences in
the selection pressure that occurred in both cases
could explain differences in current behaviors, we
consider that time since settling as viable populations
is a key factor to explain this difference. The time of
settlement has been important to explain differences
in other personality traits related to boldness (Martin
and Fitzgerald, 2005; but see Cohen and Dor, 2018).
Regardless of the mechanism behind the differences
in risk—taking in invasive and non-invasive popula-
tions, our results reinforce recent studies that have
highlighted the role of personality in understanding
specialization in movement and use of space in avian
species with niche specialization (Spiegel et al., 2017;
Schirmer et al., 2019) and potential invasions (Sol
and Maspons, 2016).

Another question yet to be answered is the role of
group size in the interactions of populations (Liker and
Bokony, 2009; Ducatez et al., 2017; MacGregor—Fors
etal., 2019). In our experiments, we tested individuals
separately; yet large groups may cope more effectively
with unfamiliar situations through faster innovations
of new solutions by some group members with favo-
rable traits (Bokony et al., 2012a). This supposition
agrees with a recent paper that emphasized the role
of house sparrow density to explain the risk—taking of
flight initiation distance (MacGregor—Fors et al., 2019).
Thus we consider that future studies should explore
the mechanisms underlying the different personalities
found in invasive and non—invasive populations by
contrasting populations of different densities, consi-
dering a wider spectrum of populations across the
species' distribution, and taking into account different
food availability scenarios.

Acknowledgements

We are deeply thankful to Lizeth Zavala for her help
with field and lab work in Mexico City, as well as Gre-
gorio Moreno—Rueda and an anonymous reviewer who
made useful comments on an earlier version of the
manuscript. Research funds were granted by UC MEX-
US—CONACYT to P. J. Yeh and I. MacGregor—Fors
(CN-13-587), National Geographic Society to P. J. Yeh
and |. MacGregor—Fors, the Natural History Museum
of Barcelona (PASSERCAT-2 project), Fundacié Zoo
de Barcelona and by the CGL2016-79568-C3-3-P and
CGL2020 PID 2020-114907GB-C21 project from the
Spanish Ministry of Economy, Industry, and Competi-
tiveness to J. Quesada.

References

AMB (Area Metropolitana de Barcelona), 2021. The
Metropolitan Area: how has the AMB population
evolved?. AMB, Barcelona: https://www.amb.cat/
en/web/area-metropolitana/coneixer-l-area-met-
ropolitana/poblacio [Accessed on 13 June 2021].

Anderson, T. R., 2006. Biology of the ubiquitous


https://www.amb.cat/en/web/area-metropolitana/coneixer-l-area-metropolitana/poblacio
https://www.amb.cat/en/web/area-metropolitana/coneixer-l-area-metropolitana/poblacio
https://www.amb.cat/en/web/area-metropolitana/coneixer-l-area-metropolitana/poblacio

104

Quesada et al.

house sparrow: from genes to populations. Oxford
University Press, New York

Bokony, V., Kulcsar, A., Téth, Z., Liker, A., 2012a.
Personality traits and behavioral syndromes in
differently urbanized populations of house sparrows
(Passer domesticus). Plos One, 7: €36639, Doi:
10.1371/journal.pone.0036639

Bokony, V., Seress, G., Nagy, S., Lendvai, A. Z.,
Liker, A., 2012b. Multiple indices of body con-
dition reveal no negative effect of urbanization
in adult house sparrows. Landscape and Urban
Planning, 104: 75-84, Doi: 10.1016/J.LANDURB-
PLAN.2011.10.006

Bonier, F., 2012. Hormones in the city: endocrine ecol-
ogy of urban birds. Hormones and Behavior, 61:
763-772, Doi: 10.1016/j.yhbeh.2012.03.016

Botero—Delgadillo, E., Quirici, V., Poblete, Y., Poulin,
E., Kempenaers, B., Vasquez, R. A., 2020. Explor-
atory behavior, but not aggressiveness, is correlat-
ed with breeding dispersal propensity in the highly
philopatric thorn—tailed rayadito. Journal of Avian
Biology, 51(2): €02262, Doi: 10.1111/jav.02262

Candolin, U., Wong, B. B. M., 2012. Behavioural
responses to a changing world: Mechanisms and
consequences. Oxford University Press, Oxford.

Canestrelli, D., Bisconti, R., Carere, C., 2016. Bolder
takes all? The behavioral dimension of biogeogra-
phy. Trends in Ecology and Evolution, 31: 35-43,
Doi: 10.1016/j.tree.2015.11.004

Chaine, A., Clobert, J., 2012. Dispersal. In: Be-
havioural Responses to a Changing World: Mech-
anisms and Consequences: 63-79 (U. Candolin,
B. Wong, Eds.). Oxford University Press, Oxford.

Chapple, D. G., Simmonds, S. M., Wong, B. B., 2012.
Can behavioral and personality traits influence
the success of unintentional species introduc-
tions? Trends in Ecology and Evolution, 27: 57—64,
Doi: 10.1016/j.tree.2011.09.010

Chavez—Zichinelli, C. A., MacGregor-Fors, ., Ro-
hana, P. T., Valdéz, R., Romano, M. C., Schon-
dube, J. E., 2010. Stress responses of the House
Sparrow (Passer domesticus) to different urban
land uses. Landscape and Urban Planning, 98:
183-189, Doi: 10.1016/j.landurbplan.2010.08.001

Clergeau, P., 1990. Mixed flocks feeding with
starlings: an experimental field study in West-
ern Europe. Bird Behavior, 8(2): 95-100, Doi:
10.3727/015613890791784308

Cohen, S. B., Dor, R., 2018. Phenotypic divergence
despite low genetic differentiation in house sparrow
populations. Scientific Reports, 8(1): 394, Doi:
10.1038/s41598-017-18718-8

Dingemanse, N. J., Both, C., Van Noordwijk, A. J.,
Rutten, A. L., Drent, P. J., 2003. Natal dispersal
and personalities in great tits (Parus major). Pro-
ceedings of the Royal Society of London. Series B:
Biological Sciences, 270: 741-747, Doi: 10.1098/
rspb.2002.2300

Dingemanse, N. J., Wright, J., Kazem, A. J., Thomas,
D. K., Hickling, R., Dawnay, N., 2007. Behavioural
syndromes differ predictably between 12 popula-
tions of three—spined stickleback. Journal of Animal
Ecology, 76(6): 1128—1138, Doi. 10.1111/j.1365-

2656.2007.01284.x

Drent, P. J., Oers, K. V., Noordwijk, A. J. V., 2003.
Realized heritability of personalities in the great tit
(Parus major). Proceedings of the Royal Society
of London. Series B: Biological Sciences, 270:
45-51, Doi: 10.1098/rspb.2002.2168

Ducatez, S., Audet, J. N., Rodriguez, J. R., Kayello,
L., Lefebvre, L., 2017. Innovativeness and the
effects of urbanization on risk—taking behaviors
in wild Barbados birds. Animal Cognition, 20(1):
33-42, Doi: 10.1007/s10071-016-1007-0

Evans, K. L., 2010. Individual species and urbanisa-
tion. In: Urban Ecology: 53-87 (K. J. Gaston, Ed.).
University Press Cambridge, Cambridge.

Fernandez—Juricic, E., 2001. Avian spatial segre-
gation at edges and interiors of urban parks in
Madrid, Spain. Biodiversity and Conservation, 10:
1303-1316, Doi: 10.1023/A:1016614625675

Fernandez—Juricic, E., Sallent, A., Sanz, R., Ro-
driguez—Prieto, |. 2003. Testing the risk—distur-
bance hypothesis in a fragmented landscape:
nonlinear responses of house sparrows to
humans. The Condor, 105(2): 316-326, Doi:
10.1650/0010-5422(2003)105[0316:TTRHIA]2.0.
C0o:2

Flux, J. E. C., Thompson, C. F., 1986. House Spar-
rows taking insects from car radiators. Notornis
33: 190-191.

Gavett, A. P., Wakeley, J. S. 1986. Diets of House
Sparrows in urban and rural habitats. The Wilson
Bulletin, 98: 137—-144.

Gonzéalez—Lagos, C., Quesada, J., 2017. Stay or
leave? Avian behavioral responses to urbanization
in Latin America. In: Avian Ecology in Latin Amer-
ican Cityscapes: 99-123 (. MacGregor—Fors, J.
F. Escobar-lbafez, Eds.). Springer International
Publishing, Cham, Switzerland.

Guillory, H. D., Deshotels, J. H., 1981. House Spar-
rows flushing prey from trees and shrubs. The
Wilson Bulletin, 93: 554.

Herczeg, G., Gonda, A., Merila, J., 2009. Preda-
tion mediated population divergence in complex
behaviour of nine—spined stickleback (Pungitius
pungitius). Journal of Evolutionary Biology, 2:
544-552, Doi: 10.1111/j.1420-9101.2008.01674.x

Hoi, H., Tost, H., Griggio, M., 2011. The effect of
breeding density and male quality on paternity—as-
surance behaviours in the house sparrow, Passer
domesticus. Journal of Ethology, 29(1): 31-38, Doi:
10.1007/s10164-010-0217-1

INEGI (Instituto Nacional de Estadistica y Geografia)
2020. Censo de Poblacién y Vivienda 2020: Ciudad
de México. INEGI, Aguascalientes: https://www.in-
egi.org.mx/programas/ccpv/2020/default.html#Re-
sultados_generales [Accesed on 13 June 2021].

Jablonszky, M., Krenhardt, K., Marko, G., Szasz, E.,
Hegyi, G., Herényi, M., Kétél, D., Laczi, M., Nagy,
G., Rosivall, B., Torok, J., Garamszegi, L. Z., 2020. A
behavioural trait displayed in an artificial novel envi-
ronment correlates with dispersal in a wild bird. Ethol-
ogy, 126(5): 540-552, Doi: 10.1111/eth.13005

Kotél, H., 1984. Wall clinging: Energy saving by the
House Sparrow Passer domesticus. Ibis, 126:



https://doi.org/10.1371/journal.pone.0036639 
http://doi.org/10.1016/J.LANDURBPLAN.2011.10.006 
http://doi.org/10.1016/J.LANDURBPLAN.2011.10.006 
http://doi.org/10.1016/j.yhbeh.2012.03.016
https://doi.org/10.1111/jav.02262
http://doi.org/10.1016/j.tree.2015.11.004
http://doi,.org/10.1016/j.tree.2011.09.010
http://doi.org/10.1016/j.landurbplan.2010.08.001
https://doi.org/10.3727/015613890791784308
http://doi.org/10.1038/s41598-017-18718-8
http://doi.org/10.1098/rspb.2002.2300
http://doi.org/10.1098/rspb.2002.2300
http://doi.org/10.1111/j.1365-2656.2007.01284.x
http://doi.org/10.1111/j.1365-2656.2007.01284.x
https://doi.org/10.1098/rspb.2002.2168
http://doi.org/10.1007/s10071-016-1007-0
http://doi.org/10.1023/A:1016614625675
https://doi.org/10.1650/0010-5422(2003)105[0316:TTRHIA]2.0.CO;2
https://doi.org/10.1650/0010-5422(2003)105[0316:TTRHIA]2.0.CO;2
https://doi.org/10.1111/j.1420-9101.2008.01674.x 
http://doi.org/10.1007/s10164-010-0217-1
https://www.inegi.org.mx/programas/ccpv/2020/default.html#Resultados_generales
https://www.inegi.org.mx/programas/ccpv/2020/default.html#Resultados_generales
https://www.inegi.org.mx/programas/ccpv/2020/default.html#Resultados_generales
https://doi.org/10.1111/eth.13005

Animal Biodiversity and Conservation 45.1 (2022)

105

72—74, Doi: 10.1111/j.1474-919x.1984.tb03667.x

Kimball, R. T., 1997. Male morphology and nest-site
quality in House Sparrows. The Wilson Bulletin,
109: 711-719.

Korsten, P., Van Overveld, T., Adriaensen, F., Matthysen,
E., 2013. Genetic integration of local dispersal and
exploratory behaviour in a wild bird. Nature Com-
munications, 4: 2362, Doi: 10.1038/ncomms3362

Lapiedra, O., Chejanovski, Z., Kolbe, J. J., 2017.
Urbanization and biological invasion shape ani-
mal personalities. Global Change Biology, 23(2):
592-603, Doi: 10.1111/gcb.13395

Leveau, L. M., 2008. Dynamics of nectarivory in the
House Sparrow in an urban environment. Ornito-
logia Neotropical, 19: 275-281.

Liker, A., Bokony, V., 2009. Larger groups are more
successful in innovative problem—solving in house
sparrows. Proceedings of the National Academy
of Sciences, 106: 7893—7898.

MacGregor—Fors, |., Morales—Pérez, L., Quesada, J.,
Schondube, J. E., 2010. Relationship between the
presence of House Sparrows (Passer domesticus)
and Neotropical bird community structure and
diversity. Biological Invasions, 12: 87-96.

MacGregor—Fors, |., Quesada, J., Lee, J. G., Yeh, P.
J., 2017. Space invaders: house sparrow densities
along three urban—agricultural landscapes. Avian
Conservation and Ecology, 12(2): 11, Doi: 10.5751/
ACE-01082-120211

— 2019. On the lookout for danger: House Sparrow alert
distance in three cities. Urban Ecosystems, 22(5):
955-960, Doi: 10.1007/s11252-019-00874-6

Martin, L. B., Fitzgerald, L., 2005. A taste for novelty in
invading house sparrows, Passer domesticus. Be-
havioral Ecology, 16: 702—707.

Mgller, A. P., 2008. Flight distance of urban birds,
predation, and selection for urban life. Behavioral
Ecology and Sociobiology, 63: 63—75.

Moreno—Rueda, G., Soler, M., 2002. Cria en cautiv-
idad del Gorrion Comun Passer domesticus. Ar-
deola, 49(1): 11-17.

Moulton, M. P., Ferris, D. K., 1991. Summer diets of
some introduced Hawaiian finches. The Wilson
Bulletin, 103: 286-292.

Myles—Gonzalez, E., Burness, G., Yavno, S., Rooke,
A., Fox, M. G., 2015. To boldly go where no goby
has gone before: boldness, dispersal tendency,
and metabolism at the invasion front. Behavioral
Ecology, 26(4): 1083—1090, Doi: 10.1093/beheco/
arv050

Nhlane, M. E. D., 2000. The breeding biology of the
House Sparrow Passer domesticus at Blantyre,
Malawi. Ostrich, 71: 80-82.

Partecke, J., 2014. Mechanisms of phenotypic re-
sponses following colonization of urban areas:
from plastic to genetic adaptation. In: Avian urban
ecology: behavioural and physiological adaptations:
131-142 (D. Gil, H. Brumm, Eds.). Oxford Univer-
sity Press, Oxford.

Peach, W. J., Vincent, K. E., Fowler, J. A., Grice, P.
V., 2008. Reproductive success of house sparrows
along an urban gradient. Animal Conservation, 11(6):
493-503, Doi: 10.1111/j.1469-1795.2008.00209.x

Pelletier, F., Garant D., 2012. Population conse-
quences of individual variation in behaviour. In:
Behavioural respones to a changing world: mech-
anisms and consequences: 159-174 (U. Candolin,
B. Wong, Eds.). Oxford University Press, Oxford.

Pefia—Peniche, A., Mota—Vargas, C., Garcia—Arroyo,
M., MacGregor-Fors, I., 2021. On the North Ameri-
can invasion of the House Sparrow and its absence
in the Yucatan Peninsula. Avian Conservation
and Ecology, 16(1): 18, Doi: 10.5751/ACE-01835-
160118

Quesada, J., Chavez—Zichinelli, C. A., Senar, J. C.,
Schondube, J. E., 2013. Plumage coloration of
the blue grosbeak has no dual function: A test of
the armament—ornament model of sexual selec-
tion. The Condor, 115: 902-909.

Ravinet, M., Elgvin, T. O., Trier, C., Aliabadian, M.,
Gavrilov, A., Satre, G. P., 2018. Signatures of
human—commensalism in the house sparrow ge-
nome. Proceedings of the Royal Society B, 285:
20181246, Doi: 10.1098/rspb.2018.1246

Réale, D., Reader, S. M., Sol, D., McDougall, P. T,
Dingemanse, N. J., 2007. Integrating animal tem-
perament within ecology and evolution. Biological
Reviews, 82(2): 291-318, Doi: 10.1111/1.1469-
185X.2007.00010.x

Riyahi, S., Bjorklund, M., Mateos—Gonzalez, F., Senar,
J. C., 2017. Personality and urbanization: be-
havioural traits and DRD4 SNP830 polymorphisms
in great tits in Barcelona city. Journal of Ethology,
35: 101-108, Doi: 10.1007/s10164-016-0496-2

Robbins, C. S., 1973. Introduction, spread, and
present abundance of the house sparrow in North
America. Ornithological Monographs, 14: 3-9.

Saetre, G. P., Riyahi, S., Aliabadian, M., Hermansen,
J. S., Hogner, S., Olsson, U., Elgvin, T. O., 2012.
Single origin of human commensalism in the house
sparrow. Journal of Evolutionary Biology, 25(4):
788-796, Doi: 10.1111/j.1420-9101.2012.02470.x

Scales, J., Hyman, J., Hughes, M., 2011. Behavioral
syndromes break down in urban song sparrow
populations. Ethology, 117: 887-895.

Schirmer, A., Herde, A., Eccard, J. A., Dammhahn,
M., 2019. Individuals in space: personality—depen-
dent space use, movement and microhabitat use
facilitate individual spatial niche specialization.
Oecologia, 189(3): 647—-660, Doi: 10.1007/s00442-
019-04365-5

Seress, G., Bokony, V., Heszberger, J., Liker, A., 2011.
Response to predation risk in urban and rural house
sparrows. Ethology, 117: 896-907.

Sih, A., Bell, A., Johnson, J. C., 2004. Behavioral
syndromes: an ecological and evolutionary over-
view. Trends in Ecology and Evolution, 19(7):
372-378, Doi: 10.1016/j.tree.2004.04.009

Snell-Rood, E. C., 2013. An overview of the evolu-
tionary causes and consequences of behavioural
plasticity. Animal Behaviour, 85(5): 1004-1011,
Doi: 10.1016/j.anbehav.2012.12.031

Sol, D., Maspons, J., 2016. Life history, behaviour
and invasion success. In: Biological invasions and
animal behaviour. 63-81 (J. S. Weis, D. Sol, Eds.).
Cambridge University Press, Cambridge.



http://doi.org/10.1111/j.1474-919x.1984.tb03667.x
https://doi.org/10.1038/ncomms3362
http://doi.org/10.1111/gcb.13395
https://doi.org/10.5751/ACE-01082-120211
https://doi.org/10.5751/ACE-01082-120211
http://doi.org/10.1007/s11252-019-00874-6
https://doi.org/10.1093/beheco/arv050 
https://doi.org/10.1093/beheco/arv050 
https://doi.org/10.1111/j.1469-1795.2008.00209.x
https://doi.org/10.5751/ACE-01835-160118
https://doi.org/10.5751/ACE-01835-160118
https://doi.org/10.1098/rspb.2018.1246 
http://doi.org/10.1111/j.1469-185X.2007.00010.x 
http://doi.org/10.1111/j.1469-185X.2007.00010.x 
http://doi.org/10.1007/s10164-016-0496-2
http://doi.org/10.1111/j.1420-9101.2012.02470.x
https://doi.org/10.1007/s00442-019-04365-5
https://doi.org/10.1007/s00442-019-04365-5
http://doi.org/10.1016/j.tree.2004.04.009
http://doi.org/10.1016/j.anbehav.2012.12.031

106

Quesada et al.

Sol, D., Timmermans, S., Lefebvre, L., 2002. Be-
havioural flexibility and invasion success in
birds. Animal Behaviour, 63(3): 495-502, Doi.
10.1006/anbe.2001.1953

Spiegel, O., Leu, S. T., Bull, C. M., Sih, A., 2017.
What's your move? Movement as a link between
personality and spatial dynamics in animal popu-
lations. Ecology Letters, 20(1): 3—18, Doi: 10.1111/
ele.12708

Stidolph, R. H. D., 1974. The adaptable house spar-
row. Notornis, 21: 88.

Summers—Smith, D., 2010. The Sparrows. A&C Black
Publishers, London.

Tryjanowski, P., Mgller, A. P., Morelli, F., Biadun, W.,
Brauze, T., Ciach, M., Czechowski, P., Czyz, S.,
Dulisz, B., Gotawski, A., Hetmanski, T., Indykiewicz,
P., Mitrus, C., Myczko, ., Nowakowski, J. J., Po-
lakowski, M., Takacs, V., Wysocki, D., Zduniak, P.,
2016. Urbanization affects neophilia and risk—taking
at bird—feeders. Scientific Reports, 6: 28575, Doi:
10.1038/srep28575

United Nations, 2018. Revision of World Urbaniza-

tion Prospects. In: United Nations Department
of Economic and Social Affairs: https://www.
un.org/development/desa/publications/2018-revi-
sion-of-world-urbanization-prospects.html [Acces-
sed on 1st November 2021].

Wagner, V. H. O., 1959. Die Einwanderung des Haus-
sperlings in Mexiko. Ethology, 16: 584—592

Webster, S. J., Lefebvre, L., 2001. Problem solving
and neophobia in a columbiform—passeriform as-
semblage in Barbados. Animal Behaviour, 62(1):
23-32, Doi: 10.1006/anbe.2000.1725

Weis, J. S., Sol, D., 2016. Biological invasions and animal
behaviour. Cambridge University Press, Cambridge.

Wolf, M., Weissing, F. J., 2012. Animal personalities:
consequences for ecology and evolution. Trends
in Ecology and Evolution, 27(8): 452—-461, Doi:
10.1016/j.tree.2012.05.001

Wright, T. F., Eberhard, J. R., Hobson, E. A., Avery,
M. L., Russello, M. A., 2010. Behavioral flexibility
and species invasions: the adaptive flexibility
hypothesis. Ethology, Ecology and Evolution, 22(4):
393-404, Doi: 10.1080/03949370.2010.505580



https://doi.org/10.1006/anbe.2001.1953
https://doi.org/10.1111/ele.12708 
https://doi.org/10.1111/ele.12708 
https://doi.org/10.1038/srep28575
https://www.un.org/development/desa/publications/2018-revision-of-world-urbanization-prospects.html
https://www.un.org/development/desa/publications/2018-revision-of-world-urbanization-prospects.html
https://www.un.org/development/desa/publications/2018-revision-of-world-urbanization-prospects.html
https://doi.org/10.1006/anbe.2000.1725
http://doi.org/10.1016/j.tree.2012.05.001
https://doi.org/10.1080/03949370.2010.505580

