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Abstract

Urbanization is expanding worldwide with major consequences for organisms.
Anthropogenic factors can reduce the fitness of animals but may have benefits,
such as consistent human food availability. Understanding anthropogenic trade-offs
is critical in environments with variable levels of natural food availability, such as
the Galapagos Islands, an area of rapid urbanization. For example, during dry years,
the reproductive success of bird species, such as Darwin's finches, is low because
reduced precipitation impacts food availability. Urban areas provide supplemental
human food to finches, which could improve their reproductive success during years
with low natural food availability. However, urban finches might face trade-offs, such
as the incorporation of anthropogenic debris (e.g., string, plastic) into their nests,
which may increase mortality. In our study, we determined the effect of urbaniza-
tion on the nesting success of small ground finches (Geospiza fuliginosa; a species
of Darwin's finch) during a dry year on San Cristobal Island. We quantified nest
building, egg laying and hatching, and fledging in an urban and nonurban area and
characterized the anthropogenic debris in nests. We also documented mortalities
including nest trash-related deaths and whether anthropogenic materials directly led
to entanglement- or ingestion-related nest mortalities. Overall, urban finches built
more nests, laid more eggs, and produced more fledglings than nonurban finches.
However, every nest in the urban area contained anthropogenic material, which re-
sulted in 18% nestling mortality while nonurban nests had no anthropogenic debris.
Our study showed that urban living has trade-offs: urban birds have overall higher
nesting success during a dry year than nonurban birds, but urban birds can suffer
mortality from anthropogenic-related nest-materials. These results suggest that de-
spite potential costs, finches benefit overall from urban living and urbanization may

buffer the effects of limited resource availability in the Galdpagos Islands.
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1 | INTRODUCTION

Few places remain unaltered by humans with increasing urban-
ization now impacting nearly all ecosystems (Vitousek, 1997).
Urbanization, the concentration of human populations result-
ing in altered landscapes, can directly change the physical struc-
ture of the ecosystem through the creation of roads and buildings
and introducing artificial light, pollution, and noise (Dominoni
et al., 2013; Fernadndez-Juricic, 2002; Herrera-Duefas et al., 2017).
Consequently, native fauna can suffer reduced fitness or extirpation
in response to urbanization-related stressors, such as environmen-
tal change, increased predation, limited natural food availability,
and increased disease and parasites (Bailly et al., 2016; Blair, 1996;
Johnson & Munshi-South, 2017; Lepczyk et al., 2004). However,
urban living can also benefit organisms by reducing the natural pre-
dation risk and increasing alternative resource availability, such as
human food sources and habitat structures (Gering & Blair, 1999;
Lowry et al., 2013; Mgller et al., 2015). The effect of anthropogenic
materials on seabirds has been well examined (Roman et al., 2019);
however, the impacts on passerines, particularly on nesting success
in urban areas, have not been well assessed. The effect of urban-
ization on birds can vary, but include earlier lay dates and lower re-
productive success in urban versus nonurban areas (Chamberlain
et al., 2009; Sepp et al., 2018). Urban food availability has been sug-
gested as a principal factor driving the variation of demographic re-
sponses across passerines (Chamberlain et al., 2009). While species
diversity can decline in urban areas (Kark et al., 2007), urban areas
still sustain a number of native species (Aronson et al., 2014); this
duality presents an opportunity to better understand the trade-offs
experienced by a species in response to urbanization.

Determining the effects of urbanization on islands is especially
important given that islands host 20% of all terrestrial plant and ver-
tebrate species diversity (Courchamp et al., 2014; Kier et al., 2009).
Furthermore, island endemic species, particularly specialist species,
can be highly sensitive to natural and anthropogenic perturbations
(Buckley & Jetz, 2007) due to their small population sizes, low immi-
gration, and associated genetic factors (Benning et al., 2002). One of
the few existing studies on island endemics adapting to urbanization
is on Caribbean reptiles which persist in urban environments but in
lower numbers (Jesse et al., 2018). An example from a nonisland spe-
cialist species is the urban adapted dark-eyed juncos (Junco hyema-
lis), for which longer breeding seasons in urban areas result in higher
reproductive success (Yeh & Price, 2004). The limited number of ex-
isting island urbanization studies suggests that native species may
differ in their responses to urbanization and shows that a clearer
understanding of endemic island species response to urbanizations
is needed. As island species face extinction threats on many fronts,
examining trade-offs for urban animals on islands could provide in-
sight into their ability to respond to anthropogenic pressures or help
inform management and conservation of the species.

The Galapagos Islands of Ecuador have experienced recent urban-
ization due, in large part, to growth in ecotourism. Since the 1990s,

Galapagos tourism has increased by an average of 9.4% per year, with
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current estimates of nearly 225,000 visiting tourists each year. The
resident human population has increased by an average of 6.4% per
year since the early 1990’s, reaching 25,244 in 2015 (Epler, 2007;
Walsh & Mena, 2016). The recent human population growth and
associated urbanization of the Galapagos islands provides an ideal
“laboratory” to determine the effects of human activity on endemic
animals. For example, recent studies have shown that Darwin's
finches in urban areas prefer nonnatural food compared to finches
in nonurban areas (De Ledn et al., 2018), resulting in changes to their
microbiota (Knutie et al., 2019), epigenetics (McNew et al., 2017), and
morphology (De Léon et al., 2011; Hendry et al., 2006).

The Galapagos also face natural stressors, such as highly variable
climatic conditions. The islands have a hot, wetter season from ap-
proximately January to May, and a cool, drier season from approx-
imately June to December (Grant & Boag, 1980). The conditions
during these seasons depend on the Inter-Tropical Convergence Zone
(ITCZ) and the periodically irregular EI Nifio Southern Oscillation
(ENSO) (Trueman & d’Ozouville, 2010). ElI Nifio events can often
result in wetter seasons with high primary productivity and there-
fore high food resources for the finches, whereas La Nifia events are
characterized by drier seasons with limited primary productivity and
food resources (Grant & Boag, 1980; Trueman & d’Ozouville, 2010).
Consequently, low reproductive fitness has been a consistent doc-
umented pattern reported in Darwin's finches across the Galapagos
islands in dry La Nifa years, with this effect being more pronounced
in the arid coastal zones (Boag & Grant, 1981; Gibbs & Grant, 1987,
Grant & Grant, 1989, 1999; Koop, LeBohec, & Clayton, 2013). Low
reproductive success in response to dry years has also been found
in other island land birds, such as Galdpagos mockingbirds (Curry
& Grant, 1989; McNew et al., 2019). To date, studies have not ex-
amined the influence of urbanization on the reproductive fitness of
Darwin's finches during dry conditions. Therefore, the Galapagos is-
lands present a unique opportunity to examine the effects of grow-
ing, yet incipient, urbanization in a landscape where climate could be
further exacerbating the positive or negative effects of urbanization
on an endemic species.

In our study, we examined the effect of urbanization on the repro-
ductive effort and nesting success of small ground finches (Geospiza
fuliginosa; a species of Darwin's finch) during a La Nifa year. First, we
determined whether reproductive effort (i.e., nests built, eggs laid,
hatchlings) and success (i.e., young fledged) of small ground finches
differed between urban and nonurban areas by tracking the survival
of nests from construction to egg laying, hatching, nestling survival,
and confirmed fledging of young. During years with dry conditions,
the reproductive effort and success of Darwin's finches is lower
than in years with wet conditions, which has been linked to reduced
natural food availability (Boag & Grant, 1981; Koop, LeBohec and
Clayton, 2013). Because urban areas are supplemented with ad-
ditional human food resources (De Ledn et al., 2018), finch repro-
ductive effort and success is predicted to increase in urban areas
compared to nonurban areas. However, finches incorporate human-
related debris into their nest (Knutie et al., 2014; Theodosopoulos

& Gotanda, 2019). Debris can include plastic, fishing line, human
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FIGURE 1 (a) Map of the major islands of the Galdpagos archipelago and inset map of (b) San Cristébal Island with sampling areas noted
(black dots) for the urban area (Puerto Baquerizo Moreno) and the nonurban area (Jardin de Opuntias). Satellite maps of the (c) urban

area and (d) the nonurban area showing nests which were builds only (gray circle), nests with eggs that failed (gray square), nests with
nestlings that failed (dark gray triangle), and nests with nestlings that fledged (black diamond) across each sampling site with the search area
delineated by the black polygon border. Map data Google Maps Imagery © 2019 and the GADM database (Hijmans et al., 2014)

hair, synthetic string, paper, etc. which are readily available in many
urban areas and can result in injury (Jiguet et al., 2019) or even
death due to entanglement (Jagiello et al., 2018; Theodosopoulos
& Gotanda, 2019; Townsend & Barker, 2014). Therefore, although
urban finches are predicted to have higher overall reproductive suc-
cess, urban finches likely face a trade-off related to anthropogenic
debris in their nests: urban finches may benefit from urban resource
availability but may also suffer negative consequences (i.e., entan-

glement, ingestion) due to anthropogenic debris use.

2 | MATERIALS AND METHODS
2.1 | Study system

We conducted our study between February and May 2018 (dur-
ing the breeding season) in the arid lowland climatic zone of San
Cristobal (557 km?) in the Galapagos Islands. Breeding for ground
finches is initiated by heavy rainfall events and continued breed-

ing is dependent on continued rainfall (Boag & Grant, 1984;
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Kleindorfer, 2007). Rainfall on San Cristébal is highly variable,
with interannual variation alternating between high and low rain-
fall (Grant & Boag, 1980).

We quantified nest building, egg laying, hatching, and fledging
of small ground finches in an urban and nonurban area. The urban
area was in the capital city of Puerto Baquerizo Moreno (hereon,
urban area), which is the second largest city in the Galapagos ar-
chipelago with a human population of 6,553 (INEC, 2015). The
urban area consists of an urban matrix which hosts a concentrated
human population where land has been altered for human usage
and consists of primarily impermeable concrete or stone surfaces,
structures, and roads. Our urban study area measured 0.79 km?
(~1.2 km by 0.62 km) and included tourist and residential zones
(Figure 1c). The search area within the urban study area was delin-
eated by the urban matrix and excluded large undeveloped habi-
tats on the outskirts of Puerto Baquerizo Moreno. The nonurban
area was in the Jardin de Opuntias (hereon, nonurban area), which
is a Galapagos National Park site located eight km southeast of the
urban area consisting of vegetated natural habitats with no unnat-
ural impermeable surfaces present. Our nonurban study area mea-
sured 0.21 km? and covered 1.4 km of the main trail and 0.15 km
to each side (Figure 1d). The search area is larger in the urban area
than the nonurban area due to spatial mismatch and differences
in environmental structure, which can result in urban patches de-
void of suitable nesting areas. Search efforts, via total number of
search hours per person for each day across sites, were tracked for
each study area to normalize search efforts. Our nonurban area,
the Jardin de Opuntias, is named for the large presence of the ar-
boreal cactus, Opuntia megasperma which is one of the preferred
nesting locations of small ground finches. However, cacti are rare
across San Cristébal, likely due to destruction by introduced mam-
mals in the 1800s, but are locally abundant within the Jardin de
Opuntias (Dvorak et al., 2019; Phillips et al., 2012). Small ground
finch nests are commonly found in cacti as well as trees such as
matazarno (Piscidia cathagenensi) and Galapagos acacia (Acacia
rorudiana), and nests are common in both the nonurban and urban
area. The nonurban area receives very low human visitation: locals
occasionally, but rarely, visit the site to access the beach. Cacti are
also frequently cultivated in urban areas and are found in garden
beds, planters, city parks, and the main boardwalk. Urban finches
nest in native and nonnative trees, human-planted Opuntia cacti,
and occasionally in human built structures, such as gutters and
building signs.

2.2 | Locating nest sites and data collection

In each urban and nonurban area, we searched intensively for
nests and for small ground finches exhibiting nest-building be-
haviors, including vocalization and behavioral cues. The field sites
were searched nearly every other day for evidence of nest-building
activity by small ground finches. We followed all nest builds that

were accessible with the use of a 10-foot (~3 meter) ladder. Once
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found, nests were checked every other day with observations
made primarily through binoculars to minimize nest disturbance
and secondarily through a small camera (Contour LLC, Provo, USA)
attached to an extendable pole when the nest was not attended
by adults. Once the eggs hatched, we followed the survival of
nestlings and banded them with a unique color band combination
when they were 7-8 days of age (hatch date = day 0). Successful
fledging was confirmed by resighting and identification of color-
banded nestlings two to seven days after nestlings have left the
nest, as in previous studies (Knutie et al., 2016). After nestling
birds fledged or died, the nest was collected and placed in a sealed
plastic bag. Each nest was carefully dissected to separate natural
and anthropogenic materials, after which each material type was
weighed (g). Anthropogenic nest materials were then qualitatively
identified (composition and possible source material) in order to
qguantify nest materials which are preferentially incorporated into
nests and those that may be associated with trash-related mortal-
ity. All detected nest failures and mortalities were documented,
and causation was determined when possible. Materials associ-
ated with mortality via ingestion or entanglement were also iden-
tified and documented.

Our study resulted from a single year of sampling, and no build-
ing or breeding individuals in our study had been previously banded.
We did not observe any dispersal of banded birds across urban and
nonurban areas during the study period. The flight distance between
urban and nonurban sampling areas is eight km, and previous stud-
ies have not found dispersal in small ground finches to occur across
habitats (Kleindorfer et al., 2006). Therefore, it is unlikely that small

ground finches forage across the study areas.

2.3 | Statistical analyses

All data were analyzed in Rstudio v1.2 (R Core Team, 2012). We cal-
culated daily total search hours by multiplying the number of hours
searched by the number of people searching for each day at each
site (urban and nonurban, respectively) across all days of the survey
period. We tested survey effort, to determine if search effort was
equivalent across sites, using an independent t test on daily total
search hours at each site after examining data for homogeneity of
variance using a Fligner-Killeen test and Q-Q plots for assessment
of normality.

We used General Linear Models (McCullagh & Nelder, 1989)
using the glm base R function and ANOVAs using the car package
(Fox & Weisberg, 2011). We first verified that data met assumptions
of models by checking for overdispersion and underdispersion. We
used three different GLM models with a binomial error structure to
determine whether location (urban and nonurban) affected the fol-
lowing predictor variables in terms of binary presence/absence of
(i) eggs in detected nests, (ii) nests with nestlings, and (iii) presence
of trash in nest material. For each analysis, responses are presence/
absence (1's and O’s, respectively). Additionally, we used binomial

logistic regressions, which are a special case of GLM, to determine
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the effect of location on (iv) hatching and (v) nestling survival trials
independently. The response variable is a matrix of trials, which are
successes and failures, where the number of eggs hatched and nest-
ling fledged per nest represent successes while eggs not hatched
and nestling mortalities represent failures, respectively. We also
used a binomial logistic regression to determine the effect of loca-
tion (urban and nonurban) along with the proportion of (vi) anthro-
pogenic debris in the nest on nestling survival, measured as nestling

successes and failures per nest.
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FIGURE 2 Histograms of reproductive activity noting frequency
of nests with (a) eggs, (b) nestlings, and (c) fledgling (where fledging
occurred that week) across each week of the study period, weeks
1-14, in nonurban (gray) and urban (black) sampling areas

3 | RESULTS

Nest searching was conducted over 49 days in the urban area with
an average of 12.51 + 4.21 daily total search hours (sum of hours
searched by each person on the search team). Nest searching was
conducted over 40 days in the nonurban area with an average of
12.23 + 7.5 daily total search hours. The number of search hours
did not significantly vary across the urban and nonurban study areas
-0.22,df =75.51,p = .82).

The first urban finch nest with eggs was found on 10 February

(Independent t test, t =

2018, whereas the first nonurban finch nest with eggs was found on
7 March 2018 (Figure 2). The last urban nest with eggs was found on
14 April 2018 and the last nonurban finch nest with eggs was found
on 13 April 2018, resulting in a breeding season of 68 days in the
urban area and 37 days in the nonurban area. Small ground finches
built 29 nests in the urban area and 29 nests in the nonurban area
(Figure 1, Table 1). The urban area had more nests with eggs (n = 25
nests with eggs out of 29 nests built) than the nonurban area (n = 12
nests with eggs out of 29 nests built) (i, GLM, 4% = 13.28, df = 1,
p <.0001).

The urban nests were more likely to contain hatchlings (n = 17
nests with hatchling from 29 nests built) than the nonurban nests
(n = six nests with hatchlings from 29 nests built) (ii, GLM,;(2 =9.0,
df =1, p =.003). Of the 25 urban nests with eggs, eight failed at the
egg stage. Three nests were damaged during likely predation events,
with no remains found and the nest entrance destroyed. Two nests
were found abandoned with eggs intact and cold. One nest had only
one egg and was found infested by ants. One nest was found with
a single egg ejected and the remaining eggs found cold in the unat-
tended nest. One nest was found empty with no evidence of preda-
tion or cause of failure determined. Of the 12 nonurban nests with
eggs, six failed at the egg stage. One nest had clear signs of preda-
tion with a broken eggshell found outside of the nest. One nest was
found empty with no evidence to explain its failure. The remaining
four failed nests were abandoned, with cold eggs found in the un-
attended nest.

Overall survival, from egg stage and fledging, was higher in
the urban compared to the nonurban area: urban nests were more
likely to have eggs that hatched (iv, )(2 =4.34,df =1, p = .04) and
nestlings that fledged (v, )(2 = 14.35, df = 1, p = .0002) than the
nonurban nests. Only two urban nest failures occurred during

the nestling stage. One nest was found with a six-day old dead

TABLE 1 Nesting effort of small ground finches in nonurban and
urban areas

Variable Nonurban Urban

No. built 29 29

No. with eggs 12/29 (41.3%) 25/29 (86.2%)
No. with nestlings 6/12 (50.0%) 17/25(68%)
No. with at least one fledgling 2/6 (33.3%) 15/17 (88.2%)
No. with anthropogenic 0/10 (0%) 22/22 (100%)

materials
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nestling hanging from ingested hair that was woven into the nest
(Figure 3a) and the two other nestlings missing from the nest.
One nest was found empty with no apparent cause for mortality
or nestling remains found. For three out of the four nest failures
during the nestling stage in the nonurban area, nestlings were
missing with no clear signs of depredation. These mortalities oc-
curred at six-, seven-, and ten days posthatching. One nonurban
nest had signs of depredation, with partial nestling remains (i.e.,
limbs and skull) found near the nest.

Anthropogenic debris was not found in nonurban areas, and all
nests in the urban area contained anthropogenic debris (Table 1,
Figure 4). The percent of anthropogenic debris out of total nest mass
varied from 3.1% to 22.7% (Supporting Information). The number of
nestlings fledged declined with increasing proportion of anthropo-
genic material comprising total nest mass (iii, GLM,)(2 =13.80,df =1,
p =.0002).

The most common materials found across nests were syn-
thetic strings and fibers and synthetic stuffing followed by plastic
(Figure 4, Supporting Information). In the urban area, we found and
documented four cases of nest entanglement-associated mortalities
across four different nests: 1) one nestling was found hanging from
ingested hair that was woven into the nest, with its leg also tangled
in free hanging plastic string (Figure 3a); 2) one nestling was hang-
ing from ingested synthetic string (Figure 3a); 3) one nestling (near
fledging) was found with its leg entangled in plastic string; and 4)
one adult female was found hanging, strangulated, from human hair

during active nest building (Figure 3c).

4 | DISCUSSION

Our study compared nesting success of urban and nonurban finches,

within a single pair of urban/nonurban sites, and examined whether
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urban anthropogenic debris, which was incorporated into nests, was
responsible for nestling and adult mortalities. We found that urban
finches had higher nesting success than nonurban finches during a
La Nina year. All urban finches incorporated anthropogenic debris
into their nests and some individuals suffered associated mortali-
ties; however, this negative consequence was not enough to offset
urban nestling success. Low reproductive success in dry years is an
established pattern in nonurban Darwin's finches. Consistent with
the majority of urban rural comparisons (Chamberlain et al., 2009),
we found that the reproductive effort, (i.e., egg laying) of urban
small ground finches began earlier than in their nonurban conspecif-
ics. Reproductive effort, as well as nesting success, was significantly
higher in urban finches compared to nonurban finches; the urban
area resulted in higher numbers of nests with eggs (Figure 2a), nests
with nestlings (Figure 2b), and fledging success (Figure 2c). All urban
finches were found to incorporate anthropogenic debris (3.1% to
22.7% of total nest mass) into their nests while nonurban nests had
no anthropogenic debris incorporated. Critically, mortalities due to
anthropogenic nest debris entanglement were recorded across four
urban nests, affecting 18% of nests with nestlings and one female in
active nest building, and debris related mortality was shown to be a
cost associated with nesting in urban areas. These results suggest
that despite anthropogenic debris related mortalities, small ground
finches derived an overall reproductive benefit from urban habita-
tion during a dry year, with the caveat that without replication these
finding may not be generalizable to other urban sites/islands with-
out further investigation. This benefit is perhaps associated with the
earlier urban initiation of breeding and the longer sustained breeding
season, which may provide less competition for resources, that is,
nesting sites, which are limited in urban areas.

Our study was conducted during a La Nifia year (MElLv2; Zhang
et al. 2019), which may have impacted initiation and sustainment of

the breeding season in the urban area, as seen in previous studies

FIGURE 3 Documented small ground finch mortalities due to ingestion/entanglement of anthropogenic nest materials: (a) 6-day old
nestling ingestion/entanglement with plastic and human hair, (b) 12-day old nestling entanglement with synthetic string, (c) adult female

entanglement during nest building with human hair
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FIGURE 4 (a) Identification of anthropogenic nest materials
dissected from a single G. fuliginosa urban nest which were sorted
by material type: 1. human hair from outside salons, 2. shredded
plastic tarp strands, 3. cellulose fibers from cigarette butts, 4.
fibers/thread, 5. fiberglass from grounded/broken fishing boats, 6.
caution tape, 7. paper shreds from bottle label. (b) Urban “sources”
of anthropogenic material identified from above nest (numbered
items same as above, but in urban source form)

(Boag & Grant, 1981, 1984; Koop, LeBohec and Clayton, 2013).
Rainfall and the associated increase in primary productivity is known
to initiate and sustain finch breeding (Boag & Grant, 1984; Gibbs &
Grant, 1987; MEL.v2, 2017). Several days of heavy rain occurred the
last few days of February, which seem to have been sufficient to trig-
ger breeding, but perhaps not enough natural food resources were
available to sustain breeding efforts. This short period of precipita-
tion was preceded and followed by dry periods of low to no precip-
itation (Pers. obs. JAH). Existing weather station data for the island
airport was only recorded for four days of the study period and was
therefore not included. During the 2018 breeding season, we re-
corded a high percent of nest abandonments in the nonurban area:
33% of finch nests (four of 12 nests) containing eggs were aban-
doned. The lower limit of rainfall required to sustain finch breed-
ing is unknown and may be impacted by rainfall the previous year

or associated to carryover effects on vegetation and invertebrate

communities. The previous year, 2017, was a milder La Nifa year
(Zhang et al., 2019), providing some indication that low primary pro-
ductivity carryover was possibly affecting resource availability in
the study year. However, multiyear studies are needed to determine
resource effects across La Nifia and El Nifio years and the impact on
urban and nonurban finches.

We found differences in overall reproductive output (i.e.,
egg laying, hatching, and nestling fledging) of urban and nonur-
ban small ground finches in our study, which may be related to
the higher food resource availability in the urban area (Lochmiller
& Deerenberg, 2000) and low primary and secondary production
associated with low precipitation typical of a La Nifa year in the
nonurban area. Urban food resources are independent of climatic
variability, whereas natural food resources (e.g., seeds and insects)
are lower in dry years (i.e., low precipitation, drought). Accordingly,
Galapagos land nesting birds have shown reduced breeding suc-
cess in dry years (Grant & Grant, 1993; Koop, LeBohec, & Clayton,
2013; McNew et al., 2019). Nonurban finch fitness, in terms of both
breeding success and adult survival, is dictated by precipitation pat-
terns and the resulting food availability (Gibbs & Grant, 1987; Koop,
LeBohec, & Clayton, 2013; Grant & Grant, 2014). Therefore, future
studies should examine whether the urban breeding success ex-
ceeds nonurban success in wet years and across years in order to
understand the long-term demographic patterns of urban finches.
Urban and nonurban birds may face distinct and, at least, partially
nonoverlapping stressors. Nonurban birds may be more impacted by
climatic variables and resulting food availability, whereas urban birds
may be impacted by anthropogenic stressors, such as anthropogenic
debris.

We did not examine diet of urban and nonurban finches; how-
ever, previous studies have found that while human-based food
availability in urban environments can benefit adult birds, nestlings
require a higher protein diet (Boag, 1987). Natural high-protein food
sources, such as arthropods, have been shown to decline with in-
creasing urbanization (Shochat et al., 2004). Lower quality of food in
urban environments has been seen to negatively affect nestling and
juvenile growth in other urban bird species (Pierotti & Annett, 2001;
Seress et al., 2012, 2020). Even if urban food quality is lower nu-
tritionally than natural food sources, the quantity and consistent
availability of the resources may provide short-term benefits for
survival of urban finch nestlings. However, poor nestling diet can di-
rectly impact morphological metrics later in life (Boag, 1987). While
previous studies have examined the diet of finches in urban versus
nonurban areas (De Ledn et al., 2018), an examination is still needed
of long-term effects of low quality diet on urban finch demography,
morphology, and overall fitness.

We found that 100% of urban nests contained anthropogenic
debris, whereas no anthropogenic debris was recovered from non-
urban nests. These results were likely due to local environmental
variables and available resources. Abundant anthropogenic debris
was available in the urban area and only two pieces of debris were
seen at the nonurban area during the study period. Conversely,

grasses which comprise a large proportion of nonurban nests are
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limited in the urban area. Consequently, 24% of urban nests were
associated with debris-related mortalities and the proportion of
anthropogenic debris comprising the total nest mass impacted
nestling survival. Debris-related mortalities documented in the
study were all due to ingestion/entanglement with anthropogenic
debris that was found incorporated into the nest. Other studies
have observed mortalities due to both entanglement and ingestion
of anthropogenic debris in nestling and adult land birds (Henry
et al,, 2011; Mee et al., 2007; Theodosopoulos & Gotanda, 2019).
However, few studies have examined the effect of debris on re-
productive or nesting success in land birds (Jagiello et al., 2018),
including passerines and near passerines (Antczak et al., 2010;
Hanmer et al., 2017; Suarez-Rodriguez & Macias Garcia, 2014;
Townsend & Barker, 2014) as recently reviewed by Jagiello
et al., (2019). Here, several types of common anthropogenic debris
(e.g., plastic string, human hair, and string fibers) are frequently
used by urban finches in nest building and pose a higher risk, as
seen in the documented entanglement mortalities. The incorpo-
ration of anthropogenic debris into nests presents a clear cost to
birds nesting in urban habitats; however, despite suffering mortal-
ities due to entanglement, urban nestlings demonstrated higher
survival than nonurban nestlings. Mortality due to entanglement/
ingestion of debris in passerines is likely much more difficult to
detect than in seabirds due to size of the birds and location of
mortalities (i.e., tree nests vs. beached). The dearth of studies ex-
amining anthropogenic debris and associated mortalities on urban
adapted passerines remains the largest hindrance to understand-
ing the effects of anthropogenic debris on reproductive and nest-
ing success.

Our study was conducted in an urban area with intermediate
population size relative to the other human-inhabited Galdpagos
Islands such as Santa Cruz and Isabel. We do not know if a higher
degree of urbanization, such as in Puerto Arroyo on Santa Cruz,
would yield the same beneficial result for finches. A number of spe-
cies succeed and are abundant at intermediate levels of urbanization
and disturbance (Ausprey & Rodewald, 2011; Perrier et al., 2018;
Stracey & Robinson, 2012). However, species could reach thresholds
at which they no longer benefit from increased urbanization because
of further changes in habitat structure which result in a loss of re-
sources (water, perches, nesting sites) (Blair, 1996; Lee et al., 2004).
A threshold of urbanization that is detrimental for Darwin's finches
might not have been reached yet. Our study was conducted in a
single year without replication across sites due to lack of additional
urban cities on San Cristébal. The only other concentrated human
population is El Progreso, a rural farmland village with a population
size of 535, and consequently, replication for this study is not pos-
sible within the same island (INEC, 2015). Duplication of this study
on a different Galdpagos Island with urbanization, such as Puerto
Ayora on Santa Cruz and Puerto Villamil on Isabela, could uncover
other factors impacting urban finch success. In addition to direct
anthropogenic threats, Darwin's finches in both urban and nonur-
ban areas are also affected by an introduced nest parasite, Philornis

downsi, which can affect their reproductive success (Kleindorfer &
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Dudaniec, 2016; Knutie et al., 2016; McNew & Clayton, 2018). We
did not consider possible effects of P. downsi in our study because
we lacked the power to detect an effect of the parasite (due to the
low nest success in the nonurban area). Future studies should exam-
ine whether the costs and benefits of urbanization for the finches
vary across different Galapagos Islands as well as study the inter-
actions between urbanization and P. downsi in limiting reproductive

success of Darwin's finches.

ACKNOWLEDGEMENTS

We thank Karla Vasco for her assistance and logistical support. We
would like to thank the Galdpagos Science Center and the Galdpagos
National Park for support. We also thank Kiyoko Gotanda, Sabrina
McNew, Jonathan Puritz, members of the Knutie lab (Alyssa
Addesso, Lauren Albert, Anna Sjodin, Grace Vaziri, and Mackenzie
Watkins), and Susan Perkin's lab (Melissa Ingala, Rachael Joakim,
Sarah Pangburn, and Alexandra Walling) for comments on the manu-
script. Galapagos photos credited to SAK, JAH, SRS, TBV and Kiyoko
Gotanda. Additional photos credited to Monica Hinkle and Santeri
Viinamak.

CONFLICT OF INTEREST

The authors declare that they have no conflict of interest.

AUTHOR CONTRIBUTIONS

Johanna A. Harvey: Conceptualization (equal); Data curation (lead);
Formal analysis (lead); Investigation (lead); Methodology (equal);
Project administration (equal); Supervision (equal); Validation
(equal); Visualization (lead); Writing-original draft (lead); Writing-
review & editing (lead). Kiley Chernicky: Investigation (support-
ing); Project administration (supporting); Supervision (supporting);
Writing-review & editing (equal). Shelby R Simons: Investigation
(equal); Writing-review & editing (equal). Taylor B Verrett:
Investigation (equal); Writing-review & editing (equal). Jaime A
Chaves: Project administration (equal); Resources (equal); Writing-
original draft (supporting); Writing-review & editing (equal). Sarah
A. Knutie: Conceptualization (lead); Data curation (equal); Formal
analysis (equal); Funding acquisition (lead); Investigation (equal);
Methodology (equal); Project administration (lead); Resources (lead);
Supervision (equal); Visualization (equal); Writing-original draft

(equal); Writing-review & editing (equal).

ETHICS STATEMENT

All applicable international, national, and/or institutional guide-
lines for the care and use of animals were followed. All bird han-
dling and work was conducted according to approved University of
Connecticut IACUC (Institutional Animal Care and Use Committee)
protocols (No. A17-044). Our work was done under GNP permits PC
03-18 and Genetic Access permit MAE-DNB-CM-2016-0041.

DATA AVAILABILITY STATEMENT
All raw data are available on FigShare (https://doi.org/10.6084/
m9.figshare.12928838.v2).


https://doi.org/10.6084/m9.figshare.12928838.v2
https://doi.org/10.6084/m9.figshare.12928838.v2

HARVEY ET AL.

5046 WI LEY_ECObe and Evolution

Open Access,

ORCID
Johanna A. Harvey https://orcid.org/0000-0003-4504-6777
https://orcid.org/0000-0003-0679-2603

https://orcid.org/0000-0001-6423-9561

Jaime A. Chaves
Sarah A. Knutie

REFERENCES

Antczak, M., Hromada, M., Czechowski, P., Tabor, J., Zabtocki, P., Grzybek,
J., & Tryjanowski, P. (2010). A new material for old solutions—the
case of plastic string used in Great Grey Shrike nests. Acta Ethologica,
13(2), 87-91. https://doi.org/10.1007/s10211-010-0077-2

Aronson, M. F. J., La Sorte, F. A,, Nilon, C. H., Katti, M., Goddard, M. A,,
Lepczyk, C. A., Warren, P. S., Williams, N. S. G, Cilliers, S., Clarkson,
B., Dobbs, C., Dolan, R., Hedblom, M., Klotz, S., Kooijmans, J. L.,
Kihn, 1., Macgregor-Fors, I., Mcdonnell, M., Mértberg, U., ... Winter,
M. (2014). A global analysis of the impacts of urbanization on bird
and plant diversity reveals key anthropogenic drivers. Proceedings of
the Royal Society B: Biological Sciences, 281(1780), 20133330. https://
doi.org/10.1098/rspb.2013.3330

Ausprey, I. J., & Rodewald, A. D. (2011). Postfledging survivorship and
habitat selection across a rural-to-urban landscape gradient. The Auk,
128, 293-302. https://doi.org/10.1525/auk.2011.10158

Bailly, J., Scheifler, R., Berthe, S., Clément-Demange, V. A., Leblond,
M., Pasteur, B., & Faivre, B. (2016). From eggs to fledging: Negative
impact of urban habitat on reproduction in two tit species. Journal
of Ornithology, 157, 377-392. https://doi.org/10.1007/s1033
6-015-1293-3

Benning, T. L., LaPointe, D., Atkinson, C. T., & Vitousek, P. M. (2002).
Interactions of climate change with biological invasions and land use
in the Hawaiian Islands: Modeling the fate of endemic birds using a
geographic information system. Proceedings of the National Academy of
Sciences, 99, 14246-14249. https://doi.org/10.1073/pnas.162372399

Blair, R. B. (1996). Land use and avian species diversity alng an
urban gradient. Ecological Applications, 6, 506-519. https://doi.
org/10.2307/2269387

Boag, P. T. (1987). Effects of nestling diet on growth and adult size of
zebra finches (Poephila guttata). The Auk, 104, 155-166. https://doi.
org/10.1093/auk/104.2.155

Boag, P. T., & Grant, P. R. (1981). Intense natural selection in a population
of Darwin’s finches (Geospizinae) in the Galapagos. Science, 214, 82-
85. https://doi.org/10.1126/science.214.4516.82

Boag, P. T., & Grant, P. R. (1984). Darwin’s Finches (Geospiza) On Isla
Daphne Major, Galapagos: Breeding and feeding ecology in a cli-
matically variable environment. Ecological Monographs, 54, 463-489.
https://doi.org/10.2307/1942596

Buckley, L. B., & Jetz, W. (2007). Insularity and the determinants of liz-
ard population density. Ecology Letters, 10, 481-489. https://doi.
org/10.1111/j.1461-0248.2007.01042.x

Chamberlain, D. E., Cannon, A. R., Toms, M. P., Leech, D. |., Hatchwell,
B. J., & Gaston, K. J. (2009). Avian productivity in urban landscapes:
A review and meta-analysis. Ibis (Lond., 1859), 151, 1-18. https://doi.
org/10.1111/j.1474-919X.2008.00899.x

Courchamp, F., Hoffmann, B. D., Russell, J. C., Leclerc, C., & Bellard, C.
(2014). Climate change, sea-level rise, and conservation: Keeping is-
land biodiversity afloat. Trends in Ecology and Evolution, 29, 127-130.
https://doi.org/10.1016/j.tree.2014.01.001

Curry, R. L., & Grant, P. R. (1989). Demography of the cooperatively
breeding Galapagos mockingbird, Nesomimus parvulus, in a climati-
cally variable environment. Journal of Animal Ecology, 58, 441. https://
doi.org/10.2307/4841

De Léon, L. F., Raeymaekers, J. A. M., Bermingham, E., Podos, J., Herrel,
A., & Hendry, A. P. (2011). Exploring possible human influences on
the evolution of Darwin’s finches. Evolution (NY), 65, 2258-2272.
https://doi.org/10.1111/j.1558-5646.2011.01297.x

De Leodn, L. F,, Sharpe, D. M. T,, Gotanda, K. M., Raeymaekers, J. A. M,
Chaves, J. A., Hendry, A. P., & Podos, J. (2018). Urbanization erodes
niche segregation in Darwin’s finches. Evolutionary Applications,
12(7), 1329-1343. https://doi.org/10.1111/eva.12721

Dominoni, D., Quetting, M., & Partecke, J. (2013). Artificial light at
night advances avian reproductive physiology. Proceedings of the
Royal Society B: Biological Sciences, 280(1756), 2012. https://doi.
org/10.1098/rspb.2012.3017

Dvorak, M., Fessl, B., Nemeth, E., Anchundia, D., Cotin, J., Schulze,
C. H., Tapia, W., & Wendelin, B. (2019). Survival and extinction of
breeding landbirds on San Cristébal, a highly degraded island in the
Galédpagos. Bird Conservation International, 30(3), 381-395. https://
doi.org/10.1017/50959270919000285

Epler, B. (2007). Tourism, the economy, population growth, and conservation
in Galdpagos. Charles Darwin Foundation. https://www.galapagos.
org/wp-content/uploads/2012/01/TourismReport2.pdf

Fernandez-Juricic, E. (2002). Can human disturbance promote nest-
edness? A case study with breeding birds in urban habitat frag-
ments. Oecologia, 131, 269-278. https://doi.org/10.1007/s0044
2-002-0883-y

Fox, J., & Weisberg, S. (2011). An R companion to applied regression, 2nd
ed. Sage Publications.

Gering, J. C., & Blair, R. B. (1999). Predation on artificial bird nest along
an urban gradient: Predatory risk or relaxation in urban enviroments?
Ecography, 22, 532-541. www.jstor.org/stable/3683146

Gibbs, H. L., & Grant, P. R. (1987). Ecological consequences of an excep-
tionally strong El Nifio event on Darwin’s finches. Ecology, 68, 1735-
1746. https://doi.org/10.2307/1939865

Grant, B. R., & Grant, P. R. (1993). Evolution of Darwin’s finches
caused by a rare climatic event. Proceedings of the Royal Society
B: Biological Sciences, 251, 111-117. https://doi.org/10.1098/
rspb.1993.0016

Grant, P. R., & Boag, P. T. (1980). Rainfall on the Galapagos and the de-
mography of Darwin’s finches. The Auk, 97, 227-244. https://doi.
org/10.1093/auk/97.2.227

Grant, P. R, & Grant, B. R. (1989). Evolutionary dynamics of a natural pop-
ulation: The large cactus finch of the Galdpagos. Chicago: University of
Chicago Press.

Grant, P.R., & Grant, B. R. (1999). Effects of the 1998 El Nifio on Darwin’s
finches on Daphne. Noticias de Galdpagos, 60, 29-30. http://aquat
iccommons.org/id/eprint/7468

Grant, P. R,, & Grant, B. R. (2014). Synergism of natural selection and
introgression in the origin of a new species. American Naturalist, 183,
671-681. https://doi.org/10.1086/675496

Hanmer, H. J., Thomas, R. L., Beswick, G. J. F., Collins, B. P., & Fellowes,
M. D. E. (2017). Use of anthropogenic material affects bird nest ar-
thropod community structure: influence of urbanisation, and con-
sequences for ectoparasites and fledging success. J. Ornithol., 158,
1045-1059. https://doi.org/10.1007/s10336-017-1462-7

Hendry, A. P., Grant, P. R., Grant, B. R, Ford, H. A., Brewer, M. J,, &
Podos, J. (2006). Possible human impacts on adaptive radiation: Beak
size bimodality in Darwin’s finches. Proceedings of the Royal Society
B: Biological Sciences, 273, 1887-1894. https://doi.org/10.1098/
rspb.2006.3534

Henry, P.-Y., Wey, G., & Balanca, G. (2011). Rubber band ingestion by a
rubbish dump dweller, the White Stork (Ciconia ciconia). Waterbirds,
34, 504-508. https://doi.org/10.1675/063.034.0414

Herrera-Duefas, A., Pineda-Pampliega, J., Antonio-Garcia, M. T., &
Aguirre, J. 1. (2017). The influence of urban environments on oxida-
tive stress balance: A case study on the house sparrow in the Iberian
Peninsula. Frontiers in Ecology and Evolution, 5, 1-10. https://doi.
org/10.3389/fevo.2017.00106

Hijmans, R., Kapoor, J., Wieczorek, J., Garcia, N., Maunahan, A., Rala, A,,
& Mandel, A. (2014). GADM database of global administrative areas
(V 3.6). https://gadm.org


https://orcid.org/0000-0003-4504-6777
https://orcid.org/0000-0003-4504-6777
https://orcid.org/0000-0003-0679-2603
https://orcid.org/0000-0003-0679-2603
https://orcid.org/0000-0001-6423-9561
https://orcid.org/0000-0001-6423-9561
https://doi.org/10.1007/s10211-010-0077-2
https://doi.org/10.1098/rspb.2013.3330
https://doi.org/10.1098/rspb.2013.3330
https://doi.org/10.1525/auk.2011.10158
https://doi.org/10.1007/s10336-015-1293-3
https://doi.org/10.1007/s10336-015-1293-3
https://doi.org/10.1073/pnas.162372399
https://doi.org/10.2307/2269387
https://doi.org/10.2307/2269387
https://doi.org/10.1093/auk/104.2.155
https://doi.org/10.1093/auk/104.2.155
https://doi.org/10.1126/science.214.4516.82
https://doi.org/10.2307/1942596
https://doi.org/10.1111/j.1461-0248.2007.01042.x
https://doi.org/10.1111/j.1461-0248.2007.01042.x
https://doi.org/10.1111/j.1474-919X.2008.00899.x
https://doi.org/10.1111/j.1474-919X.2008.00899.x
https://doi.org/10.1016/j.tree.2014.01.001
https://doi.org/10.2307/4841
https://doi.org/10.2307/4841
https://doi.org/10.1111/j.1558-5646.2011.01297.x
https://doi.org/10.1111/eva.12721
https://doi.org/10.1098/rspb.2012.3017
https://doi.org/10.1098/rspb.2012.3017
https://doi.org/10.1017/S0959270919000285
https://doi.org/10.1017/S0959270919000285
https://www.galapagos.org/wp-content/uploads/2012/01/TourismReport2.pdf
https://www.galapagos.org/wp-content/uploads/2012/01/TourismReport2.pdf
https://doi.org/10.1007/s00442-002-0883-y
https://doi.org/10.1007/s00442-002-0883-y
http://www.jstor.org/stable/3683146
https://doi.org/10.2307/1939865
https://doi.org/10.1098/rspb.1993.0016
https://doi.org/10.1098/rspb.1993.0016
https://doi.org/10.1093/auk/97.2.227
https://doi.org/10.1093/auk/97.2.227
http://aquaticcommons.org/id/eprint/7468
http://aquaticcommons.org/id/eprint/7468
https://doi.org/10.1086/675496
https://doi.org/10.1007/s10336-017-1462-7
https://doi.org/10.1098/rspb.2006.3534
https://doi.org/10.1098/rspb.2006.3534
https://doi.org/10.1675/063.034.0414
https://doi.org/10.3389/fevo.2017.00106
https://doi.org/10.3389/fevo.2017.00106
https://gadm.org

HARVEY ET AL.

INEC. (2015). Andlisis de resultados definitivos censo de poblacién y vivi-
enda Galdpagos 2015. https://www.ecuadorencifras.gob.ec/docum
entos/web-inec/Poblacion_y_Demografia/CPV_Galapagos_2015/
Analisis_Galapagos%202015.pdf

Jagiello, Z., Dylewski, t., Tobolka, M., & Aguirre, J. I. (2019). Life in a pol-
luted world: A global review of anthropogenic materials in bird nests.
Environmental Pollution, 251, 717-722. https://doi.org/10.1016/j.
envpol.2019.05.028

Jagiello, Z. A, Dylewski, £., Winiarska, D., Zolnierowicz, K. M., & Tobolka,
M. (2018). Factors determining the occurrence of anthropogenic
materials in nests of the white stork Ciconia ciconia. Environmental
Science and Pollution Research, 25, 14726-14733. https://doi.
org/10.1007/s11356-018-1626-x

Jesse, W. A. M., Behm, J. E., Helmus, M. R., & Ellers, J. (2018). Human
land use promotes the abundance and diversity of exotic species on
Caribbean islands. Global Change Biology. 24, 4784-4796. https://doi.
org/10.1111/gcb.14334

Jiguet, F., Sunnen, L., Prévot, A. C., & Princé, K. (2019). Urban pigeons
loosing toes due to human activities. Biological Conservation. 240,
108241. https://doi.org/10.1016/j.biocon.2019.108241

Johnson, M. T. J., & Munshi-South, J. (2017). Evolution of life in urban en-
vironments. Science, 358, eaam8327. https://doi.org/10.1126/scien
ce.aam8327

Kark, S., lwaniuk, A., Schalimtzek, A., & Banker, E. (2007). Living in the
city: Cananyone become an ‘urban exploiter’? Journal of Biogeography,
34(4), 638-651. https://doi.org/10.1111/j.1365-2699.2006.01638.x

Kier, G., Kreft, H., Lee, T. M., Jetz, W,, Ibisch, P. L., Nowicki, C., Mutke,
J., & Barthlott, W. (2009). A global assessment of endemism and
species richness across island and mainland regions. Proceedings
of the National Academy of Sciences, 106, 9322-9327. https://doi.
org/10.1073/pnas.0810306106

Kleindorfer, S. (2007). The ecology of clutch size variation in Darwin’s
Small Ground Finch Geospiza fuliginosa: Comparison between low-
land and highland habitats. Ibis (Lond., 1859), 149, 730-741. https://
doi.org/10.1111/j.1474-919X.2007.00694.x

Kleindorfer, S., Chapman, T. W., Winkler, H. M., & Sulloway, F. J. (2006).
Adaptive divergence in contiguous populations of Darwin’s Small
Ground Finch (Geospiza fuliginosa). Evolutionary Ecology Research, 8,
357-372.  https://dspace2.flinders.edu.au/xmlui/bitstream/handl
e/2328/9243/2006002287.pdf?sequence=1

Kleindorfer, S., & Dudaniec, R. Y. (2016). Host-parasite ecology, behav-
ior and genetics: A review of the introduced fly parasite Philornis
downsi and its Darwin’s finch hosts. BMC Zoology, 1, 1. https://doi.
org/10.1186/s40850-016-0003-9

Knutie, S. A., Chaves, J. A., & Gotanda, K. M. (2019). Human activity can
influence the gut microbiota of Darwin’s finches in the Galapagos
Islands. Molecular Ecology, 9, 2441-2450. https://doi.org/10.1111/
mec.15088

Knutie, S. A., McNew, S. M., Bartlow, A. W., Vargas, D. A., & Clayton,
D. H. (2014). Darwin’s finches combat introduced nest parasites
with fumigated cotton. Current Biology, 24, R355-R356. https://doi.
org/10.1016/j.cub.2014.03.058

Knutie, S. A., Owen, J. P., McNew, S. M., Bartlow, A. W., Arriero, E.,
Herman, J. M., DiBlasi, E., Thompson, M., Koop, J. A. H., & Clayton,
D. H. (2016). Galdpagos mockingbirds tolerate introduced para-
sites that affect Darwin's finches. Ecology, 97, 940-950. https://doi.
org/10.1890/15-0119.1

Koop, J. A. H., LeBohec, C., & Clayton, D. (2013). Dry year does not reduce
invasive parasitic fly prevalence or abundance in Darwin’s finch nests.
Reports in Parasitology. 3, 11. https://doi.org/10.2147/RIP.S48435

Lee, P--F., Ding, T.-S., Hsu, F.-H., & Geng, S. (2004). Breeding bird species
richness in Taiwan: Distribution on gradients of elevation, primary
productivity and urbanization. Journal of Biogeography, 31, 307-314.
https://doi.org/10.1046/j.0305-0270.2003.00988.x

Fcology and Evolution o 5047
= WILEY- 27

Lepczyk, C. A., Mertig, A. G., & Liu, J. (2004). Landowners and cat pre-
dation across rural-to-urban landscapes. Biological Conservation, 115,
191-201. https://doi.org/10.1016/50006-3207(03)00107-1

Lochmiller, R. L., & Deerenberg, C. (2000). Trade-offs in evolutionary
immunology: Just what is the cost of immunity? Oikos, 88, 87-98.
https://doi.org/10.1034/j.1600-0706.2000.880110.x

Lowry, H., Lill, A., & Wong, B. B. M. (2013). Behavioural responses of
wildlife to urban environments. Biological Reviews, 88, 537-549.
https://doi.org/10.1111/brv.12012

McCullagh, P., & Nelder, J. A. (1989). Generalized linear models, 2nd ed.
Chapman & Hall/CRC Press.

McNew, S. M., Beck, D., Sadler-Riggleman, ., Knutie, S. A., Koop, J. A. H.,
Clayton, D. H., & Skinner, M. K. (2017). Epigenetic variation between
urban and rural populations of Darwin's finches. BMC Evolutionary
Biology, 17, 183. https://doi.org/10.1186/s12862-017-1025-9

McNew, S. M., & Clayton, D. H. (2018). Alien invasion: Biology of
Philornis flies highlighting Philornis downsi, an introduced parasite of
Galapagos birds. Annual Review of Entomology, 63, 369-387. https://
doi.org/10.1146/annurev-ento-020117-043103

McNew, S. M., Knutie, S. A., Goodman, G. B., Theodosopoulos, A.,
Saulsberry, A., Yépez R., J., Bush, S. E., & Clayton, D. H. (2019).
Annual environmental variation influences host tolerance to par-
asites. Proceedings of the Royal Society B-Biological Sciences, 286,
20190049. https://doi.org/10.1098/rspb.2019.0049

Mee, A., Rideout, B. A., Hamber, J. A., Todd, J. N., Austin, G., Clark, M., &
Wallace, M. P. (2007). Junk ingestion and nestling mortality in a rein-
troduced population of California Condors Gymnogyps californianus.
Bird Conservation International, 17, 119-130. https://doi.org/10.1017/
5095927090700069X

Mgiller, A. P., Diaz, M., Flensted-Jensen, E., Grim, T., Ibafiez-Alamo,
J. D., Jokimiki, J., Mand, R., Marko, G., & Tryjanowski, P. (2015).
Urbanized birds have superior establishment success in novel envi-
ronments. Oecologia, 178, 943-950. https://doi.org/10.1007/s0044
2-015-3268-8

Multivariate ENSO Index Version 2 (MEIl.v2). 21 December 2019. https://
psl.noaa.gov/enso/mei/

Perrier, C., Lozano del Campo, A., Szulkin, M., Demeyrier, V., Gregoire,
A., & Charmantier, A. (2018). Great tits and the city: Distribution of
genomic diversity and gene-environment associations along an ur-
banization gradient. Evolutionary Applications, 11, 593-613. https://
doi.org/10.1111/eva.12580

Phillips, R. B., Wiedenfeld, D. A., & Snell, H. L. (2012). Current status of
alien vertebrates in the Galapagos Islands: Invasion history, distribu-
tion, and potential impacts. Biological Invasions, 14, 461-480. https://
doi.org/10.1007/s10530-011-0090-z

Pierotti, R., & Annett, C. (2001). The ecology of Western Gulls in hab-
itats varying in degree of urban influence. In Avian Ecology and
Conservation in an Urbanizing World. pp. 307-329.. Boston, MA:
Springer. https://doi.org/10.1007/978-1-4615-1531-9_15

R Core Team (2012). R: A language and environment for statistical comput-
ing. R Foundation for Statistical Computing. In L. Ranjard, F. Poly, & J.
C. Lata (Eds.), .

Roman, L., Hardesty, B. D., Hindell, M. A., & Wilcox, C. (2019). A quanti-
tative analysis linking seabird mortality and marine debris ingestion.
Scientific Reports, 9, 3202. https://doi.org/10.1038/s41598-018-
36585-9

Sepp, T., McGraw, K. J., Kaasik, A., & Giraudeau, M. (2018). A review of
urban impacts on avian life-history evolution: Does city living lead to
slower pace of life? Global Change Biology, 24, 1452-1469. https://doi.
org/10.1111/gcb.13969

Seress, G., Békony, V., Pipoly, 1., Szép, T., Nagy, K., & Liker, A. (2012).
Urbanization, nestling growth and reproductive success in a mod-
erately declining house sparrow population. Journal of Avian Biology,
43,403-414. https://doi.org/10.1111/j.1600-048X.2012.05527.x


https://www.ecuadorencifras.gob.ec/documentos/web-inec/Poblacion_y_Demografia/CPV_Galapagos_2015/Analisis_Galapagos 2015.pdf
https://www.ecuadorencifras.gob.ec/documentos/web-inec/Poblacion_y_Demografia/CPV_Galapagos_2015/Analisis_Galapagos 2015.pdf
https://www.ecuadorencifras.gob.ec/documentos/web-inec/Poblacion_y_Demografia/CPV_Galapagos_2015/Analisis_Galapagos 2015.pdf
https://doi.org/10.1016/j.envpol.2019.05.028
https://doi.org/10.1016/j.envpol.2019.05.028
https://doi.org/10.1007/s11356-018-1626-x
https://doi.org/10.1007/s11356-018-1626-x
https://doi.org/10.1111/gcb.14334
https://doi.org/10.1111/gcb.14334
https://doi.org/10.1016/j.biocon.2019.108241
https://doi.org/10.1126/science.aam8327
https://doi.org/10.1126/science.aam8327
https://doi.org/10.1111/j.1365-2699.2006.01638.x
https://doi.org/10.1073/pnas.0810306106
https://doi.org/10.1073/pnas.0810306106
https://doi.org/10.1111/j.1474-919X.2007.00694.x
https://doi.org/10.1111/j.1474-919X.2007.00694.x
https://dspace2.flinders.edu.au/xmlui/bitstream/handle/2328/9243/2006002287.pdf?sequence=1
https://dspace2.flinders.edu.au/xmlui/bitstream/handle/2328/9243/2006002287.pdf?sequence=1
https://doi.org/10.1186/s40850-016-0003-9
https://doi.org/10.1186/s40850-016-0003-9
https://doi.org/10.1111/mec.15088
https://doi.org/10.1111/mec.15088
https://doi.org/10.1016/j.cub.2014.03.058
https://doi.org/10.1016/j.cub.2014.03.058
https://doi.org/10.1890/15-0119.1
https://doi.org/10.1890/15-0119.1
https://doi.org/10.2147/RIP.S48435
https://doi.org/10.1046/j.0305-0270.2003.00988.x
https://doi.org/10.1016/S0006-3207(03)00107-1
https://doi.org/10.1034/j.1600-0706.2000.880110.x
https://doi.org/10.1111/brv.12012
https://doi.org/10.1186/s12862-017-1025-9
https://doi.org/10.1146/annurev-ento-020117-043103
https://doi.org/10.1146/annurev-ento-020117-043103
https://doi.org/10.1098/rspb.2019.0049
https://doi.org/10.1017/S095927090700069X
https://doi.org/10.1017/S095927090700069X
https://doi.org/10.1007/s00442-015-3268-8
https://doi.org/10.1007/s00442-015-3268-8
https://psl.noaa.gov/enso/mei/
https://psl.noaa.gov/enso/mei/
https://doi.org/10.1111/eva.12580
https://doi.org/10.1111/eva.12580
https://doi.org/10.1007/s10530-011-0090-z
https://doi.org/10.1007/s10530-011-0090-z
https://doi.org/10.1007/978-1-4615-1531-9_15
https://doi.org/10.1038/s41598-018-36585-9
https://doi.org/10.1038/s41598-018-36585-9
https://doi.org/10.1111/gcb.13969
https://doi.org/10.1111/gcb.13969
https://doi.org/10.1111/j.1600-048X.2012.05527.x

HARVEY ET AL.

5048 WI LEY_ECObe and Evolution

Open Access,

Seress, G., Sandor, K., Evans, K. L., & Liker, A. (2020). Food availability
limits avian reproduction in the city: An experimental study on great
tits Parus major. Journal of Animal Ecology, 89, 1570-1580. https://doi.
org/10.1111/1365-2656.13211

Shochat, E., Stefanov, W. L., Whitehouse, M. E. A., & Faeth, S. H. (2004).
Urbanization and spider diversity: Influenences of human modifica-
tion of habitat structure and productivity. Ecological Applications, 14,
268-280. https://doi.org/10.1007/978-0-387-73412-5_30

Stracey, C. M., & Robinson, S. K. (2012). Are urban habitats eco-
logical traps for a native songbird? Season-long productiv-
ity, apparent survival, and site fidelity in urban and rural
habitats. Journal of Avian Biology, 43, 50-60. https://doi.
org/10.1111/j.1600-048X.2011.05520.x

Suéarez-Rodriguez, M., & Macias Garcia, C. (2014). There is no such a
thing as a free cigarette; lining nests with discarded butts brings
short-term benefits, but causes toxic damage. Journal of Evolutionary
Biology, 27, 2719-2726. https://doi.org/10.1111/jeb.12531

Theodosopoulos, A. N., & Gotanda, K. M. (2019). Death of a Darwin’s
finch: A consequence of human-made debris? The Wilson
Journal of Ornithology, 130, 1023. https://doi.org/10.1676/155
9-4491.130.4.1023

Townsend, A. K., & Barker, C. M. (2014). Plastic and the nest entangle-
ment of urban and agricultural crows. PLoS One, 9, 1-5. https://doi.
org/10.1371/journal.pone.0088006

Trueman, M., & d’Ozouville, N. (2010). Characterizing the Galadpagos
terrestrial climate in the face of global climate change. Galdpagos
Research, 67, 26-37.

Vitousek, P. M. (1997). Human domination of Earth’s ecosystems. Science,
277, 494-499. https://doi.org/10.1126/science.277.5325.494

Walsh, S. J., & Mena, C. F. (2016). Interactions of social, terrestrial, and
marine sub-systems in the Galapagos Islands, Ecuador. Proceedings of
the National Academy of Sciences of the United States of America, 113,
14536-14543. https://doi.org/10.1073/pnas.1604990113

Yeh, P. J., & Price, T. D. (2004). Adaptive phenotypic plasticity and the
successful colonization of a novel environment. American Naturalist,
164, 531-542. https://doi.org/10.1086/423825

Zhang, T., Hoell, A., Perlwitz, J., Eischeid, J., Murray, D., Hoerling, M., &
Hamill, T. M. (2019). Towards probabilistic multivariate ENSO mon-
itoring. Geophysical Research Letters, 46, 10532-10540. https://doi.
org/10.1029/2019GL083946

SUPPORTING INFORMATION
Additional supporting information may be found online in the
Supporting Information section.

How to cite this article: Harvey JA, Chernicky K, simons SR,
Verrett TB, Chaves JA, Knutie SA. Urban living influences the
nesting success of Darwin'’s finches in the Galapagos Islands.
Ecol Evol. 2021;11:5038-5048. https://doi.org/10.1002/
ece3.7360



https://doi.org/10.1111/1365-2656.13211
https://doi.org/10.1111/1365-2656.13211
https://doi.org/10.1007/978-0-387-73412-5_30
https://doi.org/10.1111/j.1600-048X.2011.05520.x
https://doi.org/10.1111/j.1600-048X.2011.05520.x
https://doi.org/10.1111/jeb.12531
https://doi.org/10.1676/1559-4491.130.4.1023
https://doi.org/10.1676/1559-4491.130.4.1023
https://doi.org/10.1371/journal.pone.0088006
https://doi.org/10.1371/journal.pone.0088006
https://doi.org/10.1126/science.277.5325.494
https://doi.org/10.1073/pnas.1604990113
https://doi.org/10.1086/423825
https://doi.org/10.1029/2019GL083946
https://doi.org/10.1029/2019GL083946
https://doi.org/10.1002/ece3.7360
https://doi.org/10.1002/ece3.7360

