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Abstract. Many avian species persist in human-dominated landscapes; however, little is
known about the demographic consequences of urbanization in these populations. Given that
urban habitats introduce novel beneﬁts (e.g., anthropogenic resources) and pressures (e.g.,
mortality risks), conﬂicting mechanisms have been hypothesized to drive the dynamics of
urban bird populations. Top-down processes such as predation predict reduced survivorship
in suburban and urban habitats, whereas bottom-up processes, such as increased resource
availability, predict peak survival in suburban habitats. In this study, we use mark–recapture
data of seven focal species encountered between 2000 and 2012 to test hypotheses about the
processes that regulate avian survival along an urbanization gradient in greater Washington,
D.C., USA. American Robin, Gray Catbird, Northern Cardinal, and Song Sparrow exhibited
peak survival at intermediate and upper portions of the rural-to-urban gradient; this pattern
supports the hypothesis that bottom-up processes (e.g., resource availability) can drive
patterns of avian survival in some species. In contrast, Carolina Chickadee showed no
response and Carolina and House Wren showed a slightly negative response to urban land
cover. These contrasting results underscore the need for comparative studies documenting the
mechanisms that drive demography and how those factors differentially affect urban adapted
and urban avoiding species.
Key words: avian demography; birds; citizen science; land use gradients; mark–recapture; Neighborhood Nestwatch; resource availability; survival; top-down vs. bottom-up processes; urbanization;
Washington, D.C., USA.

INTRODUCTION
Urbanization has altered habitats, restructured avian
communities, and inﬂuenced the abundance and distribution of bird populations (McKinney and Lockwood
1999, Marzluff et al. 2001, Chace and Walsh 2006). The
unique characteristics of human-built environments
confer a conﬂicting set of beneﬁts and challenges that
make it difﬁcult to determine whether urban habitats are
advantageous or constitute demographic sinks (Gates
and Gysel 1978) for bird populations. As the developed
land area in the United States is projected to nearly
double between 2000 and 2025 (Alig et al. 2004),
understanding how organisms respond to these habitats
is of paramount importance. Despite the urgency of the
problem for conservation, however, the population-level
consequences of urbanization on birds remain poorly
understood (Shochat et al. 2006).
It is hypothesized that changes in the distribution of
resources in anthropogenic habitats may impart bottomup controls on urban bird populations (Shochat et al.
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2010). Human-dominated environments often contain
an abundance of consistent food resources for many
species of birds. For example, supplemental feeding by
humans, especially for overwintering resident birds, has
been found to be positively associated with adult
survivorship for a number of granivorous birds (Doherty and Grubb 2002). Likewise, human-dominated
landscapes are also often dominated by ornamental
and invasive species, which have been found to provide
essential resources for frugivorous bird species, especially during winter months (e.g., Leston and Rodewald
2006, McCusker et al. 2010). The low temporal
variability of resources in anthropogenic habitats is also
hypothesized to support higher densities of individuals
because they can persist in a state of reduced body
condition relative to their rural counterparts (Shochat
2004). Viewed cumulatively, the abundance and quality
of avian food resources is expected to vary spatially
along the rural-to-urban gradient with resource subsidization as the primary driver of higher food availability
at intermediate degrees of urbanization (Raupp et al.
2010).
The beneﬁts of anthropogenic resources, however,
may be offset by costs associated with the quality of
resources available. For instance, plant communities
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dominated by nonnative species may support lower
concentrations of protein-rich arthropod resources
(Tallamy 2004), which are necessary for nestling and
ﬂedgling development (Atchison and Rodewald 2006,
Chamberlain et al. 2009). This may lead to lower
nestling survivorship, poorer ﬂedging quality, and
structurally smaller adults (Liker et al. 2008). Therefore,
although the temporal and spatial distribution of
resources may allow some bird species to maintain high
densities in urban habitats, it also may result in ﬁtness
trade-offs and differential selection for speciﬁc life
history stages and traits (Shochat 2004).
The resource advantages of urbanization for some
species may also be offset by top-down controls
imparted by unique hazards associated with urban
environments. For example, birds may experience higher
rates of predation in urban environments due to high
densities of small- and medium-sized mammalian
predators (Crooks and Soulé 1999), novel humansubsidized predators (e.g., free-roaming cats, Balogh et
al. 2011, Loss et al. 2013), and locally high densities of
raptors and corvids (Chace and Walsh 2006). Collisions
with manmade objects, such as buildings and automobiles, are another threat expected to be a considerable
source of mortality for urban birds (Chace and Walsh
2006, Loss et al. 2014a, b). Urban bird populations are
also exposed to higher levels of pollutants, such as lead
(Roux and Marra 2007), that could negatively affect
vital rates. Finally, rates of disease transmission are also
higher in urban areas (Kilpatrick 2011), with the effects
potentially exacerbated by increased avian densities
around common resources such as bird feeders (Robb
et al. 2008).
Despite evidence that urban environments can present
opposing selection pressures, our understanding of the
processes and mechanisms that regulate species persisting in urban landscapes are poorly understood. Research to date on certain life history stages, e.g., postﬂedging survival (Whittaker and Marzluff 2009, Ausprey and Rodewald 2011) and nestling survival (Ryder
et al. 2010), have failed to document a negative impact
of urbanization. Despite its importance for population
demography, adult survival is rarely estimated along the
rural-to-urban land use gradient. To date, most studies
on the impacts of urbanization on adult survivorship
have compared rural and urban populations (e.g.,
Horak and Lebreton 1998) or have examined forested
patches embedded within the broader matrix (e.g.,
Rodewald and Shustack 2008b). These studies have
found little or no effect of urbanization on adult
survivorship. No studies have yet been conducted on
avian adult survival across the continuous rural-tourban land use gradient from within the urban and
suburban matrix where many populations achieve peak
densities (Blair 1996, Ryder et al. 2010).
Here we use mark–recapture and resight data to test
two mutually exclusive hypotheses about the processes
that regulate annual adult survivorship of seven urban-
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adapted bird species. Given conﬂicting top-down and
bottom-up processes in urban environments, variation
in ecological pressures across the urbanization gradient
can produce differential patterns of avian survival. If
top-down processes such as disease, collision, or
pollution are the primary drivers of variation in survival,
we predict reduced survival in urban environments.
Likewise, if predation drives patterns of survival we
predict lower survival in suburban habitats, where
domestic cats achieve their highest densities (Balogh et
al. 2011). In contrast, if bottom-up processes drive
variation in survival, we expect survivorship to show a
quadratic relationship with peak survival at intermediate
degrees of urbanization (increased food resources) and
reduced survival in core urban and rural habitats. To
test these hypotheses, we develop and compare a set of
competing models of annual survivorship using various
combinations of model covariates.
METHODS
This study was conducted from 2000 to 2012 within a
100-km spatial extent encompassing a rural-to-urban
land use gradient in the greater Washington, D.C., USA,
metropolitan region. Research in urban environments is
often limited by accessibility and adequate coverage of
the urban gradient (Cooper et al. 2007). To alleviate this
problem, we utilized sites that were part of Neighborhood Nestwatch (hereafter referred to as ‘‘NN’’), an
ongoing citizen science project run by the Smithsonian
Migratory Bird Center. NN is a network of banding
stations (n ¼ 242) located at private residences,
community centers, and schools, as well as within
forested and agricultural locations (Fig. 1). By incorporating privately owned land within our study design, we
were able to capture portions of the urban and suburban
matrix not normally monitored in avian survivorship
studies. To assess whether NN sites adequately represent
the urbanization gradient within our study area, we
compared the proportional land cover within a 500 m
radius of sampled sites to randomly selected sites within
our study region using a two-sample KolmogorovSmirnov test. These analyses showed that our sampled
sites were largely representative of the distribution of
land cover types typically used to characterize the ruralto-urban gradient (e.g., core urban, suburban, agricultural, and forested; Appendix A: Table A1, Fig. A1).
Annually, NN technicians visit participant properties
during the avian breeding season (between the months
of May and August, sites are predominantly visited by
one technician). During each visit, technicians provide
an educational banding demonstration with 2–8 mist
nets for a period of 3–5 hours of mark–recapture. Birds
are captured using target netting with playback of
mobbing calls or conspeciﬁc song. Individuals are
marked with a unique U.S. Fish and Wildlife Service
aluminum band and a unique combination of colored
plastic bands. Technicians measure body mass (to the
nearest 0.01 g) on an electronic balance and unﬂattened
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FIG. 1. The urbanization gradient as characterized by impervious surface and sampling sites (n ¼ 242) of the Neighborhood
Nestwatch Program in greater Washington, D.C., USA, which formed the framework for the demographic analyses. The inset map
displays the general study region within the continental United States.

wing chord (to the nearest 0.25 mm) with a wing rule.
Birds are aged into hatch year (HY) and after hatch year
(AHY) age classes using plumage, skull ossiﬁcation, or
molt criteria (methodologies vary by species; see Pyle et
al. 1997). During each banding visit, technicians spend
one hour attempting to resight previously captured
individuals within a 200 m radius of the banding station
using playback techniques. Project participants are
provided with a list of color-banded birds, trained on
resighting techniques, and are expected to report
observations of marked individuals throughout the year.
We estimated the annual survival of seven species of
birds most common across the development gradient
within our study region: American Robin (Turdus
migratorius), Carolina Chickadee (Poecile carolinensis),
Carolina Wren (Thryothorus ludovicianus), Gray Catbird (Dumetella carolinensis), House Wren (Troglodytes
aedon), Northern Cardinal (Cardinalis cardinalis), and
Song Sparrow (Melospiza melodia). Species showed
variation in capture rates along the sampling gradient
due to differences in abundance (see Appendix A: Fig.
A2). We ﬁt Cormack-Jolly-Seber survivorship models to
these data to investigate the effects of individual
covariates on apparent survivorship (U) and the
probability of detecting marked individuals, given that

they remained within the sampling location ( p). All
models were constructed in the R package RMark
v. 2.14.1 (Laake 2013, R Core Team 2014) and
implemented in Program MARK (White and Burnham
1999). Covariates used in model construction were
unstandardized and are described in detail (also see
Table 1).
We used Akaike’s information criterion, AIC (Akaike
1973), to select the best models among a set of
biologically plausible candidate models. Models in
which the DAICc between a given model and the best
model was less than 2 were considered equally supported
by the data (Burnham and Anderson 2002). We used
normalized Akaike weights, the ratio of the likelihood of
a given model relative to the sum of the likelihood across
models, to evaluate the weight of evidence for a given
model relative to the full set of candidate models. We
further assessed the effects of predictor variables by
averaging b estimates and unconditional standard errors
by their AIC weights across the candidate model set
(Burnham and Anderson 2002).
To account for variation or potential bias in the
estimates of detectability and survivorship, we constructed an a priori model for each species that included
sex, time since marking, body condition, and project
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TABLE 1. Variables used in the development of a priori and urbanization models for apparent survivorship (U) and the probability
of detecting marked individuals, given that they remained within the sampling location ( p).
Model set

Variable

Variable description

Parameter

a priori
a priori
a priori
a priori
a priori
a priori
Urbanization
Urbanization
Urbanization

BCI
sex
tsm
Sex 3 BCI
Sex 3 tsm
part
IMP
IMP2
IMP 3 sex

scaled body condition index
binary sex (male, female)
binary time since marking
interaction term between sex and body condition index
interaction term between sex and time since marking
binary active vs. inactive participation by citizen scientists
impervious surface cover (%)
impervious surface, quadratic form
interaction term between impervious surface and sex

U ,à,§
Ua,b, p ,à,§
U ,à,§
U ,à
U ,à
p
U ,à,§
U ,à,§
U ,à,§

Note: Continuous variables are in uppercase and factors are in lowercase.
For AMRO, CACH, GRCA, NOCA, the a priori model for U is sex þ BCI þ tsm þ sex 3 BCI þ sex 3 tsm; the a priori model
for p is (sex þ part).
à For CARW, the a priori model for U is sex þ BCI þ tsm þ sex 3 BCI þ sex 3 tsm; that for p is sex.
§ For SOSP and HOWR, the a priori model for U is BCI þ tsm; that for p is sex þ part.

participant resight effort covariates. Because model
selection and subsequent parameter estimates can
become unstable (high variance) by over-ﬁtting models
(.10 parameters), especially when there is an insufﬁcient
sample size for an individual group variable (Breiman
1996, Burnham and Anderson 2002), we constrained our
model set to those in which the parameter estimates were
identiﬁable. Here we are referring to extrinsic identiﬁability, where parameter estimates are at or near their
boundary (0 or 1) or are otherwise unidentiﬁable
because of insufﬁcient sample size. Ultimately, we
excluded these ‘‘over-parameterized’’ models that contained more parameters than can be accommodated by
the data (J. L. Laake, personal communication). Therefore not all covariates could be included in a priori
models for each species (see Table 1).
Territorial males may be much more likely to be
encountered than females due to behavioral differences
(Amrhein et al. 2012); therefore sex was included as a
binary dummy covariate for estimating detectability.
Likewise, because males and females may experience
differential rates of survival (Donald 2007) or site
ﬁdelity (Murphy 1996), sex was also used as a covariate
for U to account for variation in survival or emigration.
A population of birds captured during a given
sampling event could contain both transient and
resident individuals. Because there is a low probability
of reencountering transient birds, failure to account for
this could negatively bias survival estimates (Pradel
1996). We incorporated transience in the model
structure by including a binary time-since-marking
(tsm) term for the estimation of U. We then calculated
separate survival estimates for the year after the initial
capture occasion and between the second and following
years of sampling. Because males and females may show
differential rates of transience (Murphy 1996), an
interaction term between tsm and sex was included
within the a priori model.
Body condition is a potentially important determinant
of avian survivorship in different environments (Johnson et al. 2006) and is theorized to decline in urban

environments (Shochat 2004). To incorporate the effects
of body condition on U, we used a scaled body condition
index (BCI) derived from body mass and wing chord
lengths (Peig and Green 2009). Because variation in
body condition may have differential effects on the
survival of males and females, we included an interaction term between sex and BCI within the a priori
model.
Although we acknowledge the potential of time
dependence in both survivorship and detection probabilities, models with both time and covariates had
insufﬁcient sample size to provide identiﬁable parameters. However, to examine the potential for temporal
variation in vital rates, we ran simpliﬁed models in
which survival was a function of time for all seven
species. Of the seven species, only Carolina Wren
showed signiﬁcant differences in survival among years
(v2 ¼ 37.11, df ¼ 10, P ¼ 0.0001). A reduced model set for
Carolina Wren with an impervious surface 3 year
interaction received some support, but was not the
best-supported model (Appendix B: Table B1). Due to
funding and logistical constraints, neither resighting nor
banding effort was consistent across years and several
sites were not sampled during every year of the study or
were discontinued. To account for this, individual
observations in the encounter history were coded as
encounter occasions, occasions in which an individual
was not encountered, and unsampled occasions (‘‘1’’,
‘‘0’’, and ‘‘.’’, respectively). Although this technique is
used to account for missing sampling data (e.g., Danner
et al. 2013), a drawback of this method is that goodnessof-ﬁt tests are not currently available to estimate
overdispersion with missing data.
We examined the inﬂuence of citizen scientist sampling in our study by comparing estimates of detectability using data gathered by citizen scientists vs. those
collected by NN technicians. Because both technicians
and participants attempted to resight birds at several
locations, we were unable to evaluate the origin of
individual observations. To account for citizen scientist
participation, we therefore separated encounter records
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TABLE 2. Counts of captured and re-encountered birds in the Neighborhood Nestwatch program
across years.
Captures

Recaptures

Species

Code

Female

Male

Total

Female

Male

Total

American Robin
Carolina Chickadee
Carolina Wren
Gray Catbird
House Wren
Northern Cardinal
Song Sparrow
Total across spp.

AMRO
CACH
CARW
GRCA
HOWR
NOCA
SOSP

198
192
211
329
191
402
101
1624

218
211
251
646
432
603
407
2768

416
403
462
975
623
1005
508
4392

24
43
37
38
15
85
21
263

22
57
74
143
49
186
131
662

46
100
111
181
64
271
152
925

into those that originated from sites that included
participant data (‘‘active’’ sites, n ¼ 100) and those that
did not (‘‘inactive’’ sites, n ¼ 140), coded as a binary
dummy variable.
To assess the effect of urbanization on avian survival,
we compared the a priori model for each species with
models that included our urbanization metric, impervious surface (Table 1). To characterize the degree of
urbanization at each banding location, we used the
raster package in R (Hijmans 2014) to calculate the
proportion of impervious surface (30 m resolution, Fry
et al. 2011) within a 500-m neighborhood of each
sampling location. Because avian response to urbanization is probably nonlinear, we included both linear
(IMP) and quadratic (IMP2) impervious terms as model
covariates. This proxy variable and scale of analysis
have been found to be most predictive of avian
demographic response to urbanization (see Ryder et al.
2010) and have been found to adequately reﬂect the
variation in habitat distribution and quality across the
rural-to-urban gradient (reviewed in McKinney 2002).
Across our samples, impervious surface was highly
predictive of core urban and suburban land cover types,
with sites at the rural end of the urbanization gradient
predominantly composed of agricultural or forested
habitats (see Appendix A: Fig. A3).

(Table 3). There was strong model support for variation
in annual survivorship along the rural-to-urban gradient
for American Robin, Song Sparrow, Northern Cardinal,
and Gray Catbird (Fig. 3, Table 4). Annual survival
probabilities for American Robin and Song Sparrow
were highest at intermediate levels of urbanization (45%
and 47% impervious surface, respectively), with both
species exhibiting a strong quadratic response to
impervious surface (Fig. 3, Table 4). Northern Cardinal
and Gray Catbird exhibited a nearly linear increase in
apparent survival with increasing urbanization. Although there was substantial support for models that
included a quadratic response to impervious surface
cover for both of these species, estimates at the upper
end of the rural-to-urban gradient contained considerable uncertainty due to small sample sizes at highly
urban sites (see Appendix A: Fig. A2). In contrast, the a
priori model and impervious surface models received
equal support for Carolina and House Wren, with
apparent annual survival decreasing with urbanization
(Fig. 3, Table 4). However, no individuals of these

RESULTS
In total, 4379 individuals were used in this analysis
(Fig. 1, Table 2). Among these individuals, 79% were
never reencountered (n ¼ 3462). Across species, the
DAICc of the full a priori model relative to a null model
with no covariates (U ; 1, p ; 1) was 18.5, suggesting
considerable support for the inclusion of a priori
variables. Detailed results on the impact of citizen
scientist participation on detection probability are
presented in Appendix B: Table B2, Fig. B1. There
was supportive evidence that survival and detection
estimates varied markedly between males and females
and by species (reported across time-since-marking
classes in Fig. 2). Sex-speciﬁc estimates of survival and
detection were not identiﬁable for House Wren or Song
Sparrow because of small sample sizes (see Fig. 2).
Models that included additional urbanization variables received some support for six of the seven species

FIG. 2. Estimates (mean 6 SE) of (A) annual survival and
(B) detection by species and sex along an urbanization gradient
in greater Washington, D.C., USA. See Table 2 for species
names by code. House Wren and Song Sparrow did not have
sufﬁcient sample size to model the inﬂuence of sex on survival.
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TABLE 3. Summary statistics of the candidate models examining the impact of urbanization on
avian survival within the greater Washington, D.C., area; models are ranked by AICc and log
likelihood values are given.
Model number
Species code

U

p

k

AICc

DAICc

w

2LogLik

AMRO

1
2
3
4
5
5
3
4
2
1
5
3
4
1
2
2
4
1
3
5
6
7
8
3
1
4
2
5
7
8
6

1
1
1
1
1
1
1
1
1
1
2
2
2
2
2
1
1
1
1
1
1
1
1
1
1
1
1
1
1
1
1

11
12
10
11
9
9
10
11
12
11
8
9
10
10
11
12
11
11
10
9
6
8
7
10
11
11
12
9
8
7
6

3 184.48
3 186.58
3 191.79
3 193.83
3 198.41
16 215.66
16 217.73
16 217.75
16 218.81
16 219.16
17 657.64
17 659.54
17 660.44
17 660.83
17 661.17
9 814.62
9 815.99
9 816.52
9 816.69
9 823.14
6 181.53
6 181.85
6 183.44
41 351.09
41 352.19
41 353.13
41 354.20
41 355.34
19 245.18
19 249.14
19 254.31

0
2.10
7.30
9.34
13.92
0
2.07
2.08
3.15
3.49
0
1.90
2.80
3.18
3.52
0
1.36
1.90
2.06
8.51
0
0.31
1.90
0
1.09
2.03
3.10
4.24
0
3.96
9.13

0.721
0.252
0.018
0.006
0
0.479
0.169
0.168
0.099
0.083
0.498
0.192
0.122
0.101
0.085
0.442
0.223
0.170
0.157
0.006
0.446
0.381
0.172
0.440
0.254
0.159
0.093
0.052
0.870
0.120
0.009

3 161.91
3 161.91
3 171.32
3 171.26
3 180.02
16 197.33
16 197.32
16 195.25
16 194.22
16 196.66
17 641.40
17 641.24
17 640.08
17 640.46
17 638.73
9 790.37
9 793.77
9 794.31
9 796.51
9 804.99
6 169.42
6 165.65
6 169.23
41 330.94
41 330.01
41 330.94
41 329.98
41 337.21
19 228.98
19 234.99
19 242.20

CACH

CARW

GRCA

HOWR
NOCA

SOSP

Notes: Models for U are (1) sex þ BCI þ tsm þ sex 3 BCI þ sex 3 tsm þ IMP þ IMP2; (2) sex þ
BCI þ tsm þ sex 3 BCI þ sex 3 tsm þ IMP þ IMP2 þ IMP 3 sex; (3) sex þ BCI þ tsm þ sex 3 BCI þ
sex 3 tsm þ IMP; (4) sex þ BCI þ tsm þ sex 3 BCI þ sex 3 tsm þ IMP þ IMP 3 sex; (5) ex þ BCI þ
tsm þ (8) sex 3 BCI þ sex 3 tsm; (6) BCI þ tsm; (7) BCI þ tsm þ IMP þ IMP2; (8) BCI þ tsm þ IMP.
Models for p are (1) sex þ part; (2) sex.

species were reencountered at sites with greater than
50% impervious surface and b estimates contained
considerable uncertainty (Table 4; see Appendix A:
Fig. A2). There was no evidence that impervious surface
was predictive of Carolina Chickadee survival.
DISCUSSION
Understanding the demographic consequences of
anthropogenic habitat change is essential as natural
habitats are being rapidly converted to human dominated landscapes. Although urban land cover in the
United States increased by 34% during the last two
decades of the 20th century, it is expected to increase by
an additional 79% between 2000 and 2025 (Alig et al.
2004). Despite the increasing pace of urbanization, few
studies have addressed survivorship of adult birds in
urban environments (Chace and Walsh 2006), and none
to our knowledge have yet explored survival along the
rural-to-urban gradient from within urban or suburban
matrices (but see Stracey and Robinson 2012). Here, we
utilized a unique study designed to determine the effects
of urbanization on the annual avian survival and to test

hypotheses about which processes (e.g., top-down vs.
bottom-up) regulate bird populations in human-dominated landscapes. We evaluated the annual survival of
seven bird species common to suburban and urban
matrices in a large-scale study of avian demography. By
using the Smithsonian Neighborhood Nestwatch program, which utilizes citizen scientists throughout the
greater Washington, D.C., metropolitan area, we were
able to identify variation in survivorship along the ruralto-urban gradient, with higher apparent survival in
suburban and urban environments for four of our seven
species than at the rural end of the gradient. Cumulatively, our results suggest that the effect of urbanization
inﬂuences avian vital rates, but that the regulatory
mechanisms may be species speciﬁc.
Previous studies estimating adult survivorship of birds
in human dominated systems have reported mixed
results, most often showing little or no inﬂuence of
urban land cover. Rodewald and Shustack (2008a, b),
for example, found no difference between survivorship
of Northern Cardinals occupying forests embedded
within an urban matrix vs. those occupying forests
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FIG. 3. Model-averaged estimates of American Robin, Carolina Chickadee, Carolina Wren, Gray Catbird, House Wren,
Northern Cardinal, and Song Sparrow annual survival probabilities across the rural-to-urban gradient in greater Washington,
D.C., USA.

embedded within a rural matrix. In contrast, our results
provide supportive evidence for differential survival
rates along the rural-to-urban gradient in six of our
seven study species. The disparity between our results
and those of other urban demographic studies may
result from differences in sampling design, as we
sampled extensively within the matrix as opposed to
embedded forest parks. This suggests that the demographic effects of urbanization on matrix-dwelling
species may be best observed from the urban–suburban
matrix where these species exhibit peak abundances
(B. S. Evans, R. Reitsma, and P. P. Marra, unpublished
data).
Top-down and bottom-up controls on avian
population processes
Observed patterns of survival across the rural-tourban gradient may offer clues as to mechanisms that
underlie the demographic response. Urban environments are hypothesized to inﬂuence avian survival via
increased rates of disease transmission, novel threats
(e.g., collisions with man-made objects; Chace and
Walsh 2006), and locally high densities of predators
such as domestic cats (Sorace 2002; but see Shochat et
al. 2010). Therefore, if avian survival is determined by
top-down controls, we would expect that survivorship
would decline with increasing urban land cover.
Conversely, if resource availability determines survival
in urban landscapes, it is expected that survivorship
would be enhanced in these environments for many
species due to anthropogenic resources (e.g., supplemental feeding), high densities of some invertebrates

(especially for ground-foraging birds; see Szlavecz et al.
2006), and abundant fruit resources associated with
ornamental and nonnative plants (McIntyre 2000,
Reichard et al. 2001, Craves 2009; but see Tallamy
2004, Burghardt et al. 2009). The extent to which
bottom-up effects regulate avian populations is likely to
depend on the degree of urbanization, the type and
abundance of available resources, and the life histories
of the affected bird species.
Higher apparent survivorship for four of our focal
species (American Robin, Gray Catbird, Northern
Cardinal, and Song Sparrow) ﬁts the pattern the
expected of bottom-up controls on survival with
increasing urbanization. These species are often considered habitat generalists (Poole 2013) and may therefore
more readily adapt to challenges associated with urban
landscapes (McKinney and Lockwood 1999). Additionally, a considerable proportion of the diets of these
TABLE 4. Model-averaged b estimates for the inﬂuence of the
proportional cover of impervious surface on annual survival
probability.
Impervious surface

Impervious surface2

Species code

b̄

SE

b̄

SE

AMRO
CACH
CARW
GRCA
HOWR
NOCA
SOSP

11.78
0.54
0.39
2.50
4.26
1.57
5.21

3.04
1.50
1.53
0.97
2.82
0.74
1.65

13.31
3.88
4.31
3.21
16.42
2.01
6.38

4.58
5.31
7.05
2.20
10.51
2.06
2.59
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species consist of fruit and invertebrate resources (Poole
2013), many of which are more abundant in urban–
suburban environments (Raupp et al. 2010). Availability
of winter fruit resources on nonnative and ornamental
plants may provide relaxation from starvation pressures
during winter months when survival of the resident
species is dependent on a consistent food supply
(Shochat et al. 2010). Because our support for the
bottom-up control hypothesis is correlational, future
studies that assess the distribution of resource availability are necessary.
Carolina Chickadee, Carolina Wren, and House Wren
each exhibited their highest rates of survival at the rural
portions of the gradient, with Carolina Chickadee
showing no response to urbanization. The peak apparent survival of these species, however, was similar to the
lowest annual survival of Northern Cardinal and Song
Sparrow, suggesting low relative survival rates for these
species across our study area. All of these cavity-nesting
species exhibit very low abundances at the urban end of
the gradient (B. S. Evans, R. Reitsma, and P. P. Marra,
unpublished data). A lack of these individuals within the
suburban and urban portions of the matrix may reﬂect a
reduction in nesting resources due to a loss of adequate
cavity trees or interspeciﬁc competition for nest cavities
with matrix-dwelling species such as the European
Starling Sturnus vulgarus and House Sparrow Passer
domesticus (Newton 1994, Blewett and Marzluff 2005).
Alternatively, observed patterns of survivorship and
abundance for these species may be driven by declines in
the size of suitable forest patches, the quality of the
surrounding matrix along the rural-to-urban gradient,
and/or behavioral avoidance of open urban habitats
(Robbins et al. 1989, Medley et al. 1995).
Potential inﬂuence of urbanization on avian ﬁtness
The inﬂuence of urbanization on adult survival may
signiﬁcantly alter avian ﬁtness in human-dominated
systems. Although the response of Northern Cardinal to
urbanization was somewhat moderate, strong positive
effects of urbanization on annual survival estimates of
American Robin, Gray Catbird, and Song Sparrow
suggest that habitat modiﬁcation associated with urban
land cover may positively inﬂuence population persistence for these species. If adult survivorship plays a
dominant role in population persistence, our results
predict differential population trajectories for Gray
Catbird, Northern Cardinal, American Robin, and Song
Sparrow relative to Carolina Wren, House Wren, and
Carolina Chickadee in urban areas. Although the
inference of this study is limited to the greater
Washington, D.C., area and species common to this
region, the NN model is currently being adopted in
several other large metropolitan areas to provide a
broader understanding of how urbanization shapes
avian population demography (P. P. Marra, unpublished
data).
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Taken in concert with the ﬁnding that our study
species exhibit greater nest success at higher levels of
urbanization within the Washington, D.C., metropolitan area (Ryder et al. 2010), our results suggest that the
suburban–urban matrix may be a source for American
Robin, Gray Catbird, Northern Cardinal, and Song
Sparrow in this region. Populations of these species
exhibited their lowest rates of adult survivorship and
nest success within the rural habitats of our study area,
suggesting that undeveloped portions of this landscape
may actually constitute a demographic sink for these
species (Pulliam 1988). Although post-ﬂedging survival
in urban and suburban habitat contexts remains
unknown (but see Balogh et al. 2011), the vital rate
data provided here is a crucial starting point for
understanding source–sink dynamics of bird populations along the urbanization gradient.
Conclusion
The costs and beneﬁts of urbanization may differentially affect avian vital rates; therefore our understanding of the demographic consequences and sensitivity of
populations to extinction in urban environments is of
paramount importance. Our ﬁndings that the adult
survival of several of our focal species was higher in
urban relative to rural environments, in conjunction
with previous ﬁndings of higher rates of nest success
(Ryder et al. 2010), suggest that the effects of
urbanization on these life history stages may facilitate
the expansion of populations of some species of urbanadapted birds. It is important to highlight that this study
focused on a suite of species prevalent in the urban–
suburban matrix. Our work cannot, therefore, assess the
impact of urbanization on urban-avoiding species,
which probably have been disproportionately affected
by anthropogenic habitat modiﬁcation. Moreover, while
the results of this study document substantial variation
in apparent adult survival, our work cannot address how
the mosaic of habitats within core urban and suburban
environments shapes spatial and temporal population
dynamics. Here we present correlative evidence of
bottom-up regulation for a suite a species, yet further
study is necessary to directly assess how the distribution
of risks (such as building collisions and free-roaming
cats) and resources (such as fruit and arthropods) vary
along the rural-to-urban gradient. Ultimately, fully
understanding how urbanization shapes ecological and
evolutionary processes, and mitigating its effects, will
require comparative studies that jointly document the
mechanisms and the life history traits and demography
of urban adapted and urban avoiding species.
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