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ABSTRACT

Early rearing conditions can have profound short- and long-term effects on survival and reproduction of vertebrates. In
cooperatively breeding birds, where variable social conditions interact with other sources of environmental variation,
fitness consequences of the natal environment are of particular interest. We used data from a long-term study of the
Florida Scrub-Jay (Aphelocoma coerulescens) to examine how characteristics of the natal brood, territory, and social
group interacted to influence future survival and reproduction. Nestling and juvenile body mass were significant
positive predictors of survival from fledging through the first year of life. The area of oak scrub in the natal territory
correlated positively with nestling and juvenile body mass and had two long-term consequences: it was positively
related to the probability of becoming a breeder and negatively related to age at first breeding, particularly for males.
Effects of natal group size were complex and partially dependent on territory size. Although positively associated with
nestling mass and postfledging survival, the presence of helpers was negatively related to juvenile body mass, but only
in territories with <8 ha of oak scrub, suggesting that helpers become competitors for food as juveniles in small
territories reach independence. Although early-life environmental conditions had strong effects on nestling and
juvenile body mass, survival to yearling stage, and acquisition of a breeding territory, early conditions were not
significant predictors of survival or reproduction once breeding status was obtained. This result suggests that low-
quality jays from poor natal environments are winnowed out of the pool of potential breeders by intense intraspecific
competition, ultimately leading to low heterogeneity in breeder quality. Our findings help to resolve the long-standing
question of why Florida Scrub-Jays defend such unusually large territories for their body size, revealing a key selective
advantage for cooperative territorial defense in the evolution of cooperative breeding.

Keywords: age at fledging, brood size, group size, territory size, helpers, nestling body condition, postfledging
survival, silver spoon effects

El tamano del territorio natal, el tamaino del grupo y la masa corporal afectan el desempeno reproductivo
de por vida en la especie de cria cooperativa Aphelocoma coerulescens

RESUMEN

Las condiciones iniciales de cria pueden tener profundos efectos de corto y largo plazo en la supervivencia y la
reproduccion de los vertebrados. En las aves con cria cooperativa, donde distintas condiciones sociales interactian con
otras fuentes de variacion ambiental, resultan de gran interés las consecuencias del ambiente natal sobre el
desempeno bioldgico. Usamos datos de un estudio de largo plazo de Aphelocoma coerulescens para examinar cémo
las caracteristicas de cria natal, del territorio y del grupo social interactian para influenciar la supervivencia y la
reproduccion futura. La masa corporal de los pichones y de los juveniles fueron predictores positivos significativos de
la supervivencia desde el emplumamiento hasta el primer ano de vida. El area de matorral de roble en el territorio
natal se correlacioné positivamente con la masa corporal de los pichones y de los juveniles, y tuvo dos consecuencias
de largo plazo; se relacion6 positivamente con la probabilidad de convertirse en un ave reproductiva y negativamente
con la edad del primer periodo reproductivo, particularmente para los machos. Los efectos del tamano de grupo natal
fueron complejos y dependieron parcialmente del tamano del territorio. Aunque se asociaron positivamente con la
masa de los pichones y con la supervivencia posterior al emplumamiento, la presencia de los ayudantes se relaciond
negativamente con la masa corporal de los juveniles, pero sélo en los territorios con matorrales de roble de <8 ha,
sugiriendo que los ayudantes se vuelven competidores por el alimento en los territorios pequefos. Aunque las
condiciones ambientales al inicio de la vida tienen fuertes efectos en la masa corporal de los pichones y de los
juveniles, en la supervivencia hasta la etapa anal y en la adquisicién de un territorio reproductivo, las condiciones
iniciales no predijeron significativamente la supervivencia o la reproduccién una vez que se obtuvo el estatus
reproductivo. Este resultado sugiere que los individuos de baja calidad A. coerulescens provenientes de ambientes
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natales pobres son apartados del pool de reproductores potenciales por competencia intraespecifica intensa, trayendo
como consecuencia una baja heterogeneidad en la calidad de los reproductores. Nuestros hallazgos ayudan a resolver
el interrogante de larga data de por qué A. coerulescens defiende estos territorios inusualmente grandes en relacién a
su tamano corporal, revelando una ventaja de seleccidn clave para la defensa territorial cooperativa en la evolucién de

la cria cooperativa.

Palabras clave: ayudantes, condicion corporal del pichén, edad de emplumamiento, efectos de la cuchara de
plata, éxito reproductivo de por vida, tamaio de grupo, tamano de la nidada, tamano del territorio

INTRODUCTION

The environmental conditions that are experienced by
vertebrates early in development can have profound fitness
consequences (Lindstrom 1999). Poor-quality natal envi-
ronments frequently have negative short-term effects on
fitness components such as juvenile body condition and
juvenile survival (Magrath 1991, van der Jeugd and Larsson
1998, van de Pol et al. 2006). In recent years, however, a
growing body of literature has indicated that favorable
conditions in the natal environment can have significant
long-term fitness benefits (Lindstrom 1999, Cam and
Aubry 2011). These delayed “silver spoon” effects (Grafen
1988) are manifested in later life stages and can affect an
array of fitness components, including dispersal and
habitat selection (Stamps 2006, van de Pol et al. 2006,
Tilgar et al. 2010, Tarwater and Beissinger 2012),
phenotypic characters under sexual selection (Scandolara
et al. 2014), clutch and litter size (Tilgar et al. 2010, Rodel
et al. 2009), and lifetime reproductive performance (Cam
et al. 2003). Because residual natal effects on fitness may
differ between the sexes (Wilkin and Sheldon 2009), early
environmental and social conditions can interact in
complex ways.

Questions about the short- and long-term consequenc-
es of variation in the early natal environment are of
particular interest in cooperatively breeding birds and
mammals (Stacey and Koenig 1990, Solomon and French
1997, Koenig and Dickinson 2004). In addition to being
exposed to spatiotemporal variation in the physical and
biological environment, offspring of cooperative breeders
also experience highly variable social conditions. Some
individuals in a population may be raised by a single
breeding pair, while others are reared cooperatively by a
complex social unit consisting of parents and helpers of
differing sex, age, relatedness, and social status (Stacey
and Koenig 1990). Furthermore, because sexually mature
cooperative breeders often show delayed reproduction
and compete vigorously for limited breeding vacancies
(Koenig et al. 1992), modest social and environmental
variation in early rearing conditions has the potential to
produce large differences in competitive ability and
lifetime fitness.

Strong evidence exists that the presence of helpers
during the natal rearing period can enhance the growth,

development, and condition of young, leading to higher
juvenile survival (Hatchwell et al. 2004, Hodge 2005, Ridley
2007, Sparkman et al. 2010), earlier age at first breeding
(Hodge 2005, Russell et al. 2007), and higher adult survival
later in life (Sparkman et al. 2010, Brouwer et al. 2012).
Collectively, these studies suggest that variation in the
early social environment of cooperative breeders can
influence the lifetime reproductive fitness of individuals.
However, only one previous study (Brouwer et al. 2012)
has examined how variation in the natal social environ-
ment interacts with other important variables, such as
territory quality and brood size, to influence an individual’s
prospects for long-term survival and reproduction.

Here, we capitalize on a unique 33-year dataset to
present a comprehensive analysis of the effects of
variation in the early natal environment on postfledging
survival and lifetime reproductive success in the cooper-
atively breeding Florida Scrub-Jay (Aphelocoma coerules-
cens). The Florida Scrub-Jay is a habitat specialist that is
restricted to oak scrub that grows on sandy, well-drained
soils in peninsular Florida. These jays live in permanently
territorial family groups centered on a single, perma-
nently bonded, socially and genetically monogamous
breeding pair. At any given time, about half of all pairs
reside with 1-6 nonbreeders of both sexes, usually the
prebreeding offspring of one or both breeders. Most
nonbreeders act as helpers by aiding in year-round
territory defense and sentinel behavior. During the
breeding season, many also feed nestlings and fledglings
produced by the breeding adults. Removal experiments
have shown that helpers enhance the reproductive
success of breeders in two ways: by reducing predation
during the nestling stage and by provisioning young.
Nestlings receive significantly more food, achieve signif-
icantly higher body mass, and have significantly higher
postfledging survival when helpers are present (Mumme
1992). Young fledge 15-20 days after hatching, and
become nutritionally independent ~90 days after hatch-
ing. Disappearance of the male or female breeder in a
group results in a breeding vacancy that is filled either by
a nearby widow or by a dispersing prebreeder, most often
from a nearby territory. However, some males first obtain
breeding status by direct inheritance of their natal
territory, and others by territorial budding, in which they
begin to defend part of their natal territory and pair with
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a dispersing nonbreeder or a nearby widowed female.
Dispersal is female-biased, but juveniles less than a year
old are extremely sedentary and only rarely disperse
(Woolfenden and Fitzpatrick 1984, 1996, Mumme 1992,
Townsend et al. 2011).

Our analysis focused on the fitness consequences of
variation in 3 aspects of the natal environment of Florida
Scrub-Jays: (1) characteristics of the natal brood, including
brood size, hatching date, nestling body mass, and age at
fledging; (2) characteristics of the natal group, including
group size and the ages of the resident breeders; and (3)
characteristics of the natal territory, including size and
habitat composition. We examined the effects of these
early-environment variables on 6 key postfledging com-
ponents of lifetime fitness in jays: (1) survival from fledging
to day 30 posthatching, the age at which fledglings typically
become capable of sustained level flight; (2) survival from
day 30 to day 90 posthatching, the age at which young jays
become nutritionally independent (McGowan and Wool-
fenden 1990); (3) survival from day 90 to the yearling stage
(day 300), the age at which young jays become physiolog-
ically capable of breeding (Woolfenden and Fitzpatrick
1984, Schoech et al. 1996); (4) the transition from the
yearling stage to establishment of a breeding territory and
initial nesting, a transition that varies from a few weeks to
several years; (5) age at first nesting; and (6) lifetime
reproductive output once breeding status was achieved.

For the Florida Scrub-Jay, questions about the role of the
natal territory in shaping an individual’s prospects for
long-term survival and future reproduction have particular
relevance. Mean territory size for this species is ~9 ha
(Woolfenden and Fitzpatrick 1984, 1996), much larger
than the territories of similarly sized jays (Shank 1986).
Previous work has suggested that the exceptionally large
and vigorously defended territories of Florida Scrub-Jays
constitute an unusual form of parental investment that
enhances survival and recruitment of offspring into the
breeding population (Woolfenden and Fitzpatrick 1984,
1990). Our analysis provides a critical test of this
hypothesis, while controlling for the effects of group size
and other potentially confounding variables.

METHODS

Study Area and General Methods

All data were derived from a long-term study of the Florida
Scrub-Jay at Archbold Biological Station (hereafter,
“Archbold”) in Highlands County, Florida (27.10°N,
81.21°W), where a color-banded population has been
under continuous study since 1969 (Woolfenden and
Fitzpatrick 1984). Because supplemental feeding at Arch-
bold affected certain life-history components during the
first decade of the study, our analyses focused on the 33-
year period from 1980 to 2012.

R. L. Mumme, R. Bowman, M. S. Pruett, and J. W. Fitzpatrick

Our standard field methods are described in detail in
Woolfenden and Fitzpatrick (1984). Briefly, virtually all
nests in the study area were found during building, laying,
or incubation, and were checked regularly until failure or
fledging. All nestlings were banded, measured, and
weighed prior to fledging, usually on day 11 (11 days after
hatching). Juveniles were recaptured and measured during
their first summer, typically when 50-100 days old. All jays
in territories within the study area were censused near the
middle of each calendar month. In addition, we conducted
periodic searches of surrounding areas of suitable habitat
to locate and identify banded jays that had dispersed from
the study area. Because breeders and jays less than a year
old are extremely sedentary, disappearance of birds in
these categories from the study area nearly always
corresponded with death.

Until 1999, the sex of juvenile and yearling jays was
determined using behavioral methods, primarily female-
specific “hiccup” vocalizations (Woolfenden and Fitzpa-
trick 1996). As a result, a significant fraction of the
juveniles and yearlings that hatched prior to 1999 died or
dispersed before sex could reliably be assigned; these are
treated as unknown-sex jays in our analyses. Beginning in
1999, the sex of all nestlings was determined by molecular
analysis of blood samples obtained at the time of banding,
following the protocol of Fridolfsson and Ellegren (1999).

During April and May of each breeding season, territory
boundaries were mapped in detail on an aerial photograph
of the study area using methods described by Woolfenden
and Fitzpatrick (1984). The resulting maps were then
digitized and archived at Archbold via a geographic
information system (GIS), using regularly updated ArcGIS
for Desktop Advanced software (ESRI, Redlands, Califor-
nia, USA). Detailed habitat maps for most of the study area
were completed in 1990, providing data for fine-scale
analyses of annual territory characteristics and composi-
tion at 3-m?® resolution. Of particular relevance to the
Florida Scrub-Jay and the present study was the distribu-
tion and total area of oak-dominated scrub habitats within
each territory. These habitats are associated with under-
lying sandy soils, and their distribution within the study
area does not vary over time.

Data Analysis and Statistical Methods

Our analyses focused primarily on 2,025 Florida Scrub-Jays
with complete data that were banded as nestlings and
fledged successfully between 1980 and 2012. We explicitly
considered 6 postfledging components of fitness as
dependent variables: (1) survival from fledging (day 15—
20 posthatching) to day 30 posthatching; (2) survival from
day 30 to day 90; (3) survival from day 90 to day 300; (4)
the probability of a 300-day-old yearling successfully
acquiring breeding status and nesting; (5) the age at first
nesting for jays that became breeders; and (6) lifetime
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reproductive success (total number of young fledged) for
jays that became breeders. For some analyses of acquisition
of breeding status, we further classified individuals as
having either (a) inherited or budded part of the natal
territory, (b) dispersed to or established de novo an
adjacent territory that shared a territorial boundary with
the natal territory, or (c) dispersed to or established a
nonadjacent territory.

Because many jays that hatched after 2003 were still
alive and breeding in the study area at the end of the study
period (2012), including those cohorts in an analysis of
lifetime reproductive success would systematically under-
estimate true lifetime reproduction. We therefore excluded
all jays that hatched after 2003 from our analysis of lifetime
reproductive success. Similarly, because some jays do not
become breeders until they are 3 yr old, all jays that
hatched after 2010 were excluded from analyses of
acquisition of breeding status and age at first nesting. Jays
that were known to have dispersed and bred out of the
primary study area were included in our analysis of
acquisition of breeding status; however, only jays that
nested within the study area were used in analyses of age at
first breeding and lifetime reproductive success. Because
some prebreeders that emigrated and bred out of the study
area escaped detection during our periodic surveys of
surrounding areas, our calculated probability of a yearling
acquiring breeding status underestimates the true proba-
bility, especially for females (Woolfenden and Fitzpatrick
1984, Fitzpatrick et al. 1999, Coulon et al. 2010).

As independent variables, we explicitly considered 4
aspects of the natal brood: hatching date (day of year),
brood size (number of eggs hatched), age at fledging (days
since hatching), and nestling body mass at day 11. A few
nestlings were banded and weighed at day 9-10 or day 12—
13; we estimated day 11 body mass for these individuals
from the linear regression equation relating nestling body
mass to nestling age.

Three group composition variables were used as
independent variables in our analyses: natal group size
(breeding pair plus any nonbreeding helpers) resident
during the nesting season, and the ages of the breeding
female and male. Because preliminary analyses revealed no
significant effect of helper sex on any of our measures of
survival or future reproductive success, helper sex was not
considered in the analyses presented here.

Two characteristics of the natal territory were included
as independent variables. The total area of scrub habitat
included all oak-dominated habitats on sandy, well-drained
soil, but excluded other habitats (e.g., seasonal ponds and
wiregrass-palmetto flats) on less well-drained soils. Be-
cause Florida Scrub-Jays forage primarily in these well-
drained, sandy, scrub habitats, and because the total area of
scrub is strongly correlated with overall territory size (r =
0.71), the area of scrub served as a composite index of both

Lifetime fitness consequences of the natal environment 637

territory size and quality. Because 8 ha approximated the
observed median (7.6 ha) and mean (8.2 ha) area of oak
scrub habitat in the dataset, for some analyses we
compared individuals from small, low-quality natal terri-
tories (<8 ha of scrub) to those from large, high-quality
territories (8 ha of scrub). The proportion of the natal
territory consisting of sand roads and open sand fire lanes
also was included as an independent variable because of
the importance of these areas for foraging (Davison and
Fitzpatrick 2010, Morgan et al. 2010).

For our analyses of survival from day 90 to day 300, the
probability of becoming a breeder, age at first nesting, and
lifetime reproductive success, we included 2 additional
variables, sex and juvenile body mass, as independent
predictor variables. Because the regression of juvenile body
mass on juvenile age was not statistically significant, we did
not standardize juvenile mass to a particular age.

We used general and generalized linear mixed models
(GLMMs) to analyze the effects of the independent
variables on each dependent variable (Zuur et al. 2009).
Nest year and identity of the natal nest were included as
random effects. All analyses were conducted using JMP
version 10.0 (SAS Institute 2012) and R version 3.02 (R
Development Core Team 2013) with package 1me4’ version
15 (Bates et al. 2013). Our general modeling approach was
to include the same set of 9 (or 11) independent predictor
variables (described above) in all statistical models, thereby
testing the importance of each predictor variable while
simultaneously controlling for the effects of other poten-
tially confounding variables. The predictor variables were
only weakly intercorrelated (mean * SD absolute value of
correlation coefficients: r=0.08 £ 0.06), with the strongest
correlation (r = —0.23) occurring between brood size and
nestling body mass. For each model we also tested the
effects of additional interaction or polynomial terms, but
included these higher-order effects in the final models only
when they were significant (P < 0.05). We scrutinized the
residuals of all models and checked for potentially spurious
findings by comparing model results with simpler explor-
atory analyses. Data presented in figures represent actual
observed values, not model estimates.

RESULTS

Survival from Fledging (Day 15-20) to Day 30

Bivariate logistic regression showed that several brood,
group, and territory variables were strongly associated with
the survival of juveniles from fledging to day 30. Day 11
body mass, age at fledging, natal group size, and the area of
oak scrub in the natal territory were all positively
associated with postfledging survival to day 30, while the
relationships with hatching date, brood size, and the
proportion of the territory comprising sand roads and fire
lanes were negative (Figure 1). Age of the breeding adults
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FIGURE 1. Raw data plots showing the survival of young Florida Scrub-Jays from fledging to day 30 in relation to (A) body mass as
an 11-day-old nestling, (B) age (days since hatching) at fledging, (C) brood size, (D) hatching week, (E) natal group size, (F) age of the
breeding pair, (G) area of oak scrub habitat in the natal territory, and (H) percentage of the territory consisting of sand roads and
firebreaks. Means, standard error bars, and sample sizes are shown. Chi-square statistics were derived from bivariate logistic
regressions of survival vs. the independent variables in their original (continuous) forms, not the recoded categories shown for
visualization purposes.
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TABLE 1. Generalized linear mixed model (binomial error 5'0: A
distribution, logit link function) of factors contributing to the 4.0
survival of young Florida Scrub-Jays from fledging (day 15-20 =
posthatching) to day 30 after hatching. Identity of the natal nest 5 30
and nest year were included in the model as random effects. &
Because the relationship between day 11 body mass and g 20
survival to day 30 was curvilinear (Figure 1A), a significant & 49
quadratic term was included for this effect; other polynomial ~ § 1122 50
and interaction terms were not significant (P > 0.05) and were  — 0.0 == -
excluded from the model. Significant effects are denoted with T 391 1175 !
an asterisk. Total sample size was 2,025 fledglings in 1980-2012. 8 -1.0 i
Term Estimate  SE V4 P _g 2.0
8 L

Intercept —296 103 29 0004 @ -30F
Day 11 body mass (g) 30.79  3.03 10.2 <0.001* 4 0'_
[Day 11 body mass (g)1? -1630 339 —48 <0.001* l
Hatching date (day of year) =~ —0.0095 0.0036 —2.6  0.009* -5.0
Age at fledging (days) 0.28 0.05 6.2 <0.001* 1 2 ) 3 8 5
Brood size (n young hatched) —-0.18 0.08 —2.2 0.03% e Brood size (n young hatched)
Group size (n adults) 0.20 0.06 3.3  0.001* 1B
Age of breeding female (yr) —0.046 0.024 —-19 0.05 r
Age of breeding male (yr) 0013 0022 06 056 S 20k
Area of scrub in natal e

territory (ha) 0.017 0.016 1.0 030 & I
Proportion of territory in E 10}

roads and firebreaks —323 148 —22 0.03* 5 I

8 o0l_1:3% 767

in the group was unrelated to survival to day 30 (Figure %. L E E an7 212
1F). In a generalized linear mixed model (GLMM), all of © il
the factors listed above were significant predictors of .g
survival to day 30 except the area of scrub in the territory g
and age of the breeders (Table 1). A second GLMM limited & 20
to known-sex juveniles that hatched in 1999-2012 r
produced similar results and is not presented. -3.0 = 3 T =

Because of the strong effect of nestling body mass on - ) : -
postfledging survival (Table 1, Figure 1A), we also explored 30~ c atal group size (mradulks)
factors contributing to variation in nestling mass. In this i
analysis, group size and the area of oak scrub in the 50l
territory were significant positive predictors of nestling
TABLE 2. General linear mixed model (normal error distribution, 1.0

identity link function) of factors contributing to day 11 nestling

body mass of Florida Scrub-Jays. Identity of the natal nest and 620

332 829

Relative day 11 body mass (g)

nest year were included in the model as random effects. 00 f 238

Polynomial and interaction terms were not significant (P > 0.05) -

and were excluded from the model. Significant effects are A0k

denoted with an asterisk. Total sample size was 2,025 nestlings

that fledged in 1980-2012. i

Term Estimate  SE V4 P 20
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Area of scrub in natal size, and (C) the area of oak scrub habitat in the natal territory.
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640 Lifetime fitness consequences of the natal environment

TABLE 3. Generalized linear mixed model (binomial error
distribution, logit link function) of factors contributing to the
survival of juvenile Florida Scrub-Jays from day 30 to day 90
(nutritional independence). Identity of the natal nest and nest
year were included in the model as random effects. Polynomial
and interaction terms were not significant (P > 0.05) and were
excluded from the model. Significant effects are denoted with
an asterisk. Total sample size was 1,343 juvenile jays that
survived from fledging to day 30 in 1980-2012.

R. L. Mumme, R. Bowman, M. S. Pruett, and J. W. Fitzpatrick

TABLE 4. Generalized linear mixed model (binomial error
distribution, logit link function) of factors contributing to the
survival of known-sex juvenile Florida Scrub-Jays from day 90
(nutritional independence) to day 300 (yearling). Identity of the
natal nest and nest year were included in the model as random
effects. Polynomial and interaction terms were not significant (P
> 0.05) and were excluded from the model. Significant effects
are denoted with an asterisk. Total sample size was 884 known-
sex jays that survived to day 90 in 1980-2012.

Term Estimate SE Zz P Term Estimate SE Zz P
Intercept 2.74 1.90 1.4 0.15 Intercept —1.42 2.51 —0.6 0.57
Day 11 body mass (g) 0.046 0.015 3.2 0.002* Sex (male) —0.08 0.21 —04 0.70
Hatching date (day of year) = —0.0073 0.0057 —1.3 0.20 Day 11 body mass (g) 0.001  0.019 0.1 0.94
Age at fledging (days) —-0.13 0.07 —1.8 0.08 Juvenile body mass (g) 0.054  0.026 2.1 0.04*
Brood size (n young hatched)  0.09 0.12 0.8 045 Hatching date (day of year) = —0.0034 0.0069 —0.5 0.63
Group size (n adults) 0.092 0.093 1.0 0.32 Age at fledging (days) 0.018  0.084 0.2 0.83
Age of breeding female (yr) —0.009 0.037 —-03 0.79 Brood size (n young hatched) —0.00 0.14 —0.0 0.99
Age of breeding male (yr) —0.061 0.033 —-1.9 0.06 Group size (n adults) —-0.12 0.10 —-1.3 0.21
Area of scrub in natal Age of breeding female (yr) 0.061 0.044 14 017
territory (ha) 0.036 0.025 14 0.15 Age of breeding male (yr) —0.001 0.037 —0.1 0.96
Proportion of territory in Area of scrub in natal
roads and firebreaks —4.29 2.26 —-1.9 0.06 territory (ha) —0.018 0.028 —0.7 0.51
Proportion of territory in
roads and firebreaks 0.52 2.76 0.2 0385

mass, while brood size was a significant negative predictor
(Table 2, Figure 2). Limiting the analysis to known-sex
nestlings and including sex as a factor in the model
produced similar results.

Survival from Day 30 to Day 90 (Independence)

In a GLMM, only nestling body mass was a significant
positive predictor of juvenile survival from day 30 to day 90
(Table 3). The proportion of the territory in roads and fire
lanes and age of the breeding male had marginally
significant negative effects (Table 3).

Survival from Day 90 to Day 300 (Yearling)

We found no significant predictors of survival from day 90
to day 300 among all juveniles that survived to day 90, a
sample that included many unknown-sex jays. However, in
a separate analysis restricted to known-sex birds, body
mass as a juvenile was a significant positive predictor of
survival to the yearling stage when sex was included as a
factor in the GLMM (Table 4). Body mass as a juvenile, in
turn, was significantly greater in males and positively
influenced by body mass as a nestling (Figure 3A) and the
area of scrub in the natal territory (Table 5). Juvenile body
mass was negatively related to natal group size (Table 5), a
result that was unexpected given the strong positive
relationship between group size and nestling body mass
(Table 1, Figure 1E). However, even though the interaction
between group size and the area of scrub was not
significant in the model (Z = 1.65, P = 0.10; Table 5), the
negative relationship between natal group size and juvenile
body mass was pronounced only in small, low-quality
territories with <8 ha of oak scrub (Figures 3B, 3C).

Becoming a Breeder and Lifetime Reproductive
Success

Of 638 known-sex yearlings with complete data, 368 (163
females, 205 males) eventually became breeders in or near
our study area. The smaller number of females known to
have become breeders is attributable to female-biased
dispersal out of the study area (Woolfenden and Fitzpatrick
1984). Besides sex, the area of oak scrub in the natal
territory was the only significant predictor of acquisition of
breeding status in the GLMM (Table 6, Figure 4A). A
comparison of yearling males from small (<8 ha of scrub)
and large (>8 ha of scrub) natal territories showed that
large natal territory size was associated with an increased
probability of becoming a breeder (64% to 73%, respec-
tively), primarily through a higher probability of budding or
inheriting part of the natal territory (20% to 24%) or of
acquiring an adjacent territory (23% to 26%). The
probability of a yearling male acquiring a nonadjacent
territory was identical (22%) for males from small and large
natal territories. For yearling females, a large natal territory
was associated with a more modest increase in the
probability of becoming a breeder (47% vs. 51% for females
from small and large natal territories, respectively), and this
difference was driven almost entirely by a higher probability
of dispersal to a nonadjacent territory (33% vs. 37%).

The area of scrub in the natal territory was also a
significant predictor of age at first nesting (Table 7),
particularly for males (Figure 4B). Males that were reared
in territories containing large areas of oak scrub first bred
at younger ages than those reared in territories with less
scrub (Figure 4B).
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FIGURE 3. Raw data plots showing factors contributing to variation in juvenile body mass in Florida Scrub-Jays. Panel (A) shows the
relationship between body mass as an 11-day-old nestling and body mass as a juvenile for males and females. In a general linear
mixed model (> =0.81) in which nest year and identity of the natal nest were included as random effects, both sex and day 11 body
mass were significant predictors of body mass as a juvenile (Table 5). Panels (B) and (C) show the relationship between juvenile body
mass and natal group size in territories with <8 ha of oak scrub (Z=-3.27, P=10.001) and >8 ha of oak scrub (Z=-0.41, P =0.68),
respectively. Total sample size is 884 known-sex juveniles captured and weighed when 45-110 days old.

Despite the many effects of early natal experience on
factors influencing fitness up to and through recruitment
as a breeder, we found no significant early-life predictors of
lifetime reproductive success after becoming a breeder.
Similar nonsignificant results were obtained for alternative
measures of lifetime reproductive performance, such as
duration of reproductive lifespan and lifetime production
of young surviving to independence (day 90).

DISCUSSION

For young Florida Scrub-Jays, early-life environmental
conditions have significant short- and long-term fitness

consequences that are manifested in postfledging survival,
the probability of acquiring a breeding territory, and age at
first nesting. Three aspects of the natal biological and
social environment are especially important: nestling body
mass, the area of oak scrub in the natal territory, and natal
group size.

Nestling body mass, which was determined largely by
natal brood size, group size, and territory size (Figure 2),
was positively associated with postfledging survival
through nutritional independence (day 90), even when
potentially confounding variables were controlled statisti-
cally. It was also an important positive predictor of juvenile
body mass, which in turn was positively associated with

The Auk: Ornithological Advances 132:634-646, © 2015 American Ornithologists’ Union

Downloaded From: https://complete.bioone.org/journals/The-Auk on 13 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use



642 Lifetime fitness consequences of the natal environment

TABLE 5. General linear mixed model (normal error distribution,
identity link function) of factors contributing to juvenile body
mass of Florida Scrub-Jays. Identity of the natal nest and nest
year were included in the model as random effects. Polynomial
and interaction terms were not significant (P > 0.05) and were
excluded from the model. Significant effects are denoted with
an asterisk. Total sample size was 884 known-sex juveniles that
fledged in 1980-2012.

Term Estimate  SE z P
Intercept 52.16 331 15.8 <0.001*
Sex (male) 1.76  0.11 15.7 <0.001*
Day 11 body mass (g) 029 002 128 <0.001*
Hatching date (day of year) 0.008 0.011 08 042
Age at fledging (days) 0.12  0.13 09 034
Brood size (n young hatched) 0.13 0.21 0.6 0.53
Group size (n adults) —-049 016 —3.0 0.002*
Age of breeding female (yr)  —0.023 0.068 —-0.3  0.73
Age of breeding male (yr) 0.037 0.058 0.6 0.53
Area of scrub in natal

territory (ha) 0.14  0.04 33 0.001*
Proportion of territory in

roads and firebreaks 835 432 1.9 0.05

juvenile survival to the yearling stage. Although the fitness
consequences of nestling body mass were primarily
manifested early in a jay’s life, they produced long-term
cumulative advantages. Jays that achieved 4 postfledging
developmental milestones (surviving to day 30, day 90, day
300, and becoming a breeder) were larger as nestlings than
jays that failed to achieve these milestones (Figure 5). This
result corroborates evidence from other avian and
mammalian species that variation in natal body condition
can have far-reaching fitness consequences (Magrath 1991,

TABLE 6. Generalized linear mixed model (binomial error
distribution, logit link function) of factors contributing to the
probability that a yearling (day 300) Florida Scrub-Jay later
became a breeder. Identity of the natal nest and nest year were
included in the model as random effects. Polynomial and
interaction terms were not significant (P > 0.05) and were
excluded from the model. Significant effects are denoted with
an asterisk. Total sample size was 638 known-sex jays that
survived to day 300 in 1980-2010.

Term Estimate  SE z P
Intercept —0.93 2.29 —-04 0.68
Sex (male) 087 0.19 46 <0.001*
Day 11 body mass (g) 0.020 0.017 1.2 022
Juvenile body mass (g) —0.000 0.022 -0.0 0.99
Hatching date (day of year) —0.0032 0.0058 —0.6 0.58
Age at fledging (days) 0.029 0.072 04 0.69
Brood size (n young hatched) 0.05  0.11 05 0.64
Group size (n adults) —0.097 0.085 —1.2 0.25
Age of breeding female (yr) —0.065 0.036 —1.8 0.07
Age of breeding male (yr) 0.001  0.031 0.0 097
Area of scrub in natal

territory (ha) 0.056 0.024 24 0.02%
Proportion of territory in

roads and firebreaks —3.62 2.36 -1.5 0.3
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FIGURE 4. Raw data plots showing the relationship between the
area of oak scrub in the natal territory and (A) probability of
yearling Florida Scrub-Jays eventually becoming breeders, and
(B) age at first breeding. Means, standard error bars, and sample
sizes are shown. Although the general linear mixed model for
age at first breeding showed no significant interaction between
sex and area of oak scrub (Z=1.38, P =0.17; Table 7), the raw
data portrayed here suggest a significant effect of scrub area on
age at first nesting for males (F; 193 = 8.6, P = 0.004) but not for
females (F; 126 = 0.0, P = 0.94).

Hatchwell et al. 2004, Hodge 2005, Ridley 2007, Rodel et al.
2009, Sparkman et al. 2010, Tilgar et al. 2010, Brouwer et
al. 2012).

A novel finding of our study was that the area of oak
scrub in the natal territory, a key indicator of territory size
and quality, had significant fitness consequences for
Florida Scrub-Jays. In the short term, the area of oak
scrub was a significant predictor of nestling and juvenile
body mass, even when group size and other potentially
confounding variables were controlled statistically. Positive
relationships between scrub area and body mass suggest
that Florida Scrub-Jays significantly reduce the density of
the highest-quality food resources in small territories, a
possibility that has also been suggested for other
cooperatively breeding birds (e.g., Komdeur 1994). In the
long term, the area of oak scrub in the natal territory was a
significant predictor of the probability of becoming a
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FIGURE 5. Cumulative effects of selection on nestling body
mass over the course of development in male and female Florida
Scrub-Jays. For both males and females, jays that achieved a
particular developmental milestone were larger as nestlings
than jays that failed to do so. Means, standard error bars, and
sample sizes are shown.

breeder and the age at first nesting, particularly for males
(Figure 4). These crucial consequences of natal territory
size reflect the fact that ~25% of male Florida Scrub-Jays
become breeders on part of their natal territory via
territorial budding, and that larger territories increase the
opportunity for this (Woolfenden and Fitzpatrick 1978,
1984). Larger territories also have more neighboring
territories, thereby providing more opportunities for
prebreeding jays to compete for adjacent breeding
vacancies from the safety of home. These two pathways
to local territory acquisition—budding or inheritance of
the natal territory and dispersal to an adjacent territory
with a shared territorial boundary—occurred more fre-
quently in males from large natal territories. Collectively,
our results help to resolve a long-standing question about
why Florida Scrub-Jays defend such unusually large
territories for their body size (Shank 1986). Vigorous
year-round efforts to enlarge the territory represent a form
of parental investment that promotes short- and long-term
success of offspring.

Natal group size has complex fitness effects that are
partially antagonistic. A large group clearly benefits jays
early in life, by increasing nestling body mass and by
promoting survival from fledging to day 30, even after
controlling for potentially confounding variables. These
benefits of helpers are consistent with previous experi-
mental and observational data on Florida Scrub-Jays
(Mumme 1992, Shawkey et al. 2004, Schoech et al. 2008)
and other cooperative breeders (Hatchwell et al. 2004,

Lifetime fitness consequences of the natal environment 643

TABLE 7. General linear mixed model (normal error distribution,
identity link function) of factors contributing to the age at first
nesting (log-transformed) of Florida Scrub-Jays. Identity of the
natal nest and nest year were included in the model as random
effects. Polynomial and interaction terms were not significant (P
> 0.05) and were excluded from the model. Significant effects
are denoted with an asterisk. Total sample size was 324 jays (128
females, 196 males) that fledged in 1980-2010 and initially
nested in the study area.

Term Estimate SE 4 P
Intercept 1.13 0.57 2.0 0.05
Sex (male) —-0.010 0.022 —-0.5 0.64
Day 11 body mass (g) —0.0008 0.0039 —-0.2 0.82
Juvenile body mass (g) —0.0001 0.0054 —-0.0 0.98
Hatching date (day of year) = —0.0003 0.0014 —0.2 0.81
Brood size (n young hatched) —0.006 0.026 —0.3 0.80
Age at fledging (days) —-0.006 0.017 -03 0.76
Group size (n adults) 0.001  0.020 0.1 0.96
Age of breeding female (yr) 0.011  0.008 1.3 0.21
Age of breeding male (yr) 0.0053 0.0073 0.7 047
Area of scrub in natal

territory (ha) —0.013 0.005 —-2.7 0.007*
Proportion of territory in

roads and firebreaks —1.14 0.58 —2.0 0.05

Hodge 2005, Ridley 2007, Russell et al. 2007, Sparkman et
al. 2010). However, we also found a previously unsuspected
cost associated with helpers: Juvenile body mass, which
was a significant predictor of survival to the yearling stage,
was negatively related to natal group size, but only in
territories of below-average size (Figures 3B, 3C). We
suggest that as juvenile jays begin to forage on their own
and are fed less frequently by adults (around day 50
posthatching; McGowan and Woolfenden 1990), helpers
transition into competitors for food resources within
groups having comparatively little oak scrub for foraging.
Body mass as a juvenile is therefore determined by a
complex interplay between natal group size and the area of
oak scrub available to the group for foraging. This
interaction provides evidence of another benefit that
Florida Scrub-Jays obtain by defending extremely large
territories: reducing the potential for competition with
other group members (e.g., Komdeur 1994).

Other characteristics of the natal brood and territory
also had significant effects on fitness. Natal brood size had
two negative consequences for young Florida Scrub-Jays.
First, it had a strong negative effect on nestling body mass,
which in turn had many short- and long-term effects on
survival (discussed above). Second, natal brood size had a
direct negative effect on juvenile survival from fledging to
day 30. In addition to underscoring the importance of
within-family competition in the Florida Scrub-Jay, these
brood size effects provide evidence of life-history tradeoffs
among clutch size, offspring quality, and postfledging
survival that merit further investigation (e.g., Nur 1984).
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Postfledging survival to day 30 was positively related to
age at fledging (Figure 1B). Although it is usually assumed
that premature fledging of songbirds has a negative effect
on postfledging survival, surprisingly few data are available
to support this contention. In fact, the only study that we
found that explicitly addressed this issue (Streby et al.
2013) found that premature fledging had no negative
effects on short-term survival. Our results, in contrast,
provide strong evidence that early fledging can be
detrimental to postfledging survival.

The proportion of the natal territory comprising sand
roads and fire lanes had a surprising negative effect on
postfledging survival. Although high-speed paved roads are
known to have pronounced negative impacts on the
survival of Florida Scrub-Jays (Mumme et al. 2000), the
present association between roads and juvenile mortality
cannot be explained by road kill; sand roads and fire lanes
within Archbold are private, unpaved, and lightly travelled
by low-speed vehicles that pose no threat to jays. Instead,
we suspect that roads and fire lanes facilitate patrolling
movements by the numerous mammalian and snake
predators in this habitat, and that juvenile jays tend to be
more conspicuous and vulnerable when foraging or
roosting along roads.

Age of the breeding female and male was not a
significant predictor of any aspect of the future survival
and reproduction of offspring. Most studies of other
cooperative breeding systems have similarly found little
evidence that prior experience directly affects future
reproductive performance (Komdeur 1996, Khan and
Walters 1997, Koenig and Walters 2011, DuVal 2013).

Early-life environmental conditions had strong fitness
effects on individual Florida Scrub-Jays, playing major
roles in juvenile survival, survival to the yearling stage, and
acquisition of a breeding territory. However, for those jays
that finally did acquire breeding space and breed, natal
environment had no lingering relevancy in predicting
future survival or reproduction. None of the natal brood,
group, or territory variables that we examined significantly
affected lifetime reproductive output of jays that had
become breeders. This finding contrasts with evidence of a
“silver spoon” effect in other studies (Rodel et al. 2009,
Sparkman et al. 2010, Tilgar et al. 2010, Brouwer et al.
2012), but is fully consistent with numerous aspects of the
Florida Scrub-Jay’s social and ecological milieu. Acquiring
and permanently defending a territory is a delayed and
exceptionally competitive affair in Florida Scrub-Jays, and
relatively few individuals ultimately succeed (Woolfenden
and Fitzpatrick 1984). Once paired, Florida Scrub-Jays are
completely genetically monogamous (Townsend et al
2011), and even divorce is extremely rare (Woolfenden
and Fitzpatrick 1984, Marzluff et al. 1996). In such a
system, individuals that survive to adulthood and acquire a
breeding territory tend to be the highest-quality birds, and

R. L. Mumme, R. Bowman, M. S. Pruett, and J. W. Fitzpatrick

thus may have relatively little interindividual variability in
intrinsic attributes that affect fitness. Under such condi-
tions, extra-pair mating strategies and dissolution of pair
bonds would yield few reproductive benefits (Townsend et
al. 2011). Lifetime reproductive performance once breed-
ing status is obtained therefore likely depends on surviving
and responding appropriately to varying environmental
conditions, rather than on any lingering effects of the natal
environment.

Our analyses portray the Florida Scrub-Jay as a species
that exists perilously near the edge of its available food
supply. The strong negative effects of brood size on
nestling body mass and postfledging survival suggest an
extrinsically imposed limit to how much food provisioners
can find and deliver to nestlings. Under such conditions,
helpers confer a significant fitness advantage, but can
become competitors for limited food unless they also help
to expand territory size and increase the total area of oak
scrub available for foraging. Collectively, these relation-
ships suggest that reliance on habitats in which resources
are thinly but evenly dispersed, like Florida’s oak scrub,
facilitates the evolution of group territoriality and coop-
erative breeding (Fitzpatrick and Bowman in press).

In summary, our study (1) adds to the growing body of
evidence that the early natal environment can have far-
reaching consequences for survival and lifetime fitness of
long-lived vertebrates; (2) provides insight into the long-
standing puzzle of why Florida Scrub-Jays defend excep-
tionally large territories; and (3) clarifies how natal
territory size and group size collectively shape an
individual’s long-term prospects for survival and repro-
duction.

ACKNOWLEDGMENTS

We dedicate this paper to the memory of Glen E. Woolfenden,
a faithful friend and colleague who oversaw the study from its
inception in 1969 until his death in 2007. We thank Archbold
Biological Station and the Cornell Lab of Ornithology for their
continuing long-term support of our research. Numerous
undergraduate interns, graduate students, postdoctoral re-
searchers, and other collaborators helped to collect the data
presented here. We thank three anonymous reviewers for their
constructive criticisms of an earlier version of the manuscript.
Funding statement. Financial support was provided by
National Science Foundation grants BSR-8705443, BSR-
8996276, BSR-9021902, DEB97-07622, DEB-0316292, DEB-
1257628, IBN-0077469, IBN-0346557, and DEB-0855879.
None of the funders had any input into the content of the
manuscript. None of the funders required their approval of
the manuscript before submission or publication.

Ethics statement. Our work was approved by the Cornell
University Institutional Animal Care and Use Committee
(IACUC 2010-0015) and authorized by permits from the U.S.
Fish and Wildlife Service (TE824723-8), the U.S. Geological

The Auk: Ornithological Advances 132:634-646, © 2015 American Ornithologists’ Union

Downloaded From: https://complete.bioone.org/journals/The-Auk on 13 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use



R. L. Mumme, R. Bowman, M. S. Pruett, and J. W. Fitzpatrick

Survey (banding permit 07732), and the Florida Fish and
Wildlife Conservation Commission (LSSC-10-00205).

LITERATURE CITED

Bates, D., M. Maechler, B. Bolker, and S. Walker (2013). Ime4:
Linear mixed-effects models using Eigen and S4. R package
version 1.0-5. http://CRAN.R-project.org/package=Ime4

Brouwer, L., D. S. Richardson, and J. Komdeur (2012). Helpers at
the nest improve late-life offspring performance: Evidence
from a long-term study and a cross-foster experiment. PLOS
One 7:e33167. doi:10.1371/journal.pone.0033167

Cam, E., and L. Aubry (2011). Early development, recruitment
and life history trajectory in long-lived birds. Journal of
Ornithology 152:5187-5201.

Cam, E., J. Monnat, and J. E. Hines (2003). Long-term fitness
consequences of early conditions in the Kittiwake. Journal of
Animal Ecology 72:411-424.

Coulon, A., J. W. Fitzpatrick, R. Bowman, and I. J. Lovette (2010).
Effects of habitat fragmentation on effective dispersal of
Florida Scrub-Jays. Conservation Biology 24:1080-1088.

Davison, M. A., and J. W. Fitzpatrick (2010). Role of human-
modified habitat in protecting specialist species: A case study
in the threatened Florida Scrub-Jay. Biological Conservation
143:2815-2822.

DuVal, E. H. (2013). Does cooperation increase helpers’ later
success as breeders? A test of the skills hypothesis in the
cooperatively displaying Lance-tailed Manakin. Journal of
Animal Ecology 82:884-893.

Fitzpatrick, J. W., and R. Bowman (In press). Florida Scrub-Jay:
Oversized territories and group defense in a fire-maintained
habitat. In Cooperative Breeding in Vertebrates: Studies of
Ecology, Evolution, and Behavior (W. D. Koenig and J. L.
Dickinson, Editors), Cambridge University Press, Cambridge, UK.

Fitzpatrick, J. W., G. E. Woolfenden, and R. Bowman (1999).
Dispersal distance and its demographic consequences in the
Florida Scrub-Jay. In Proceedings of the 22nd International
Ornithological Congress, Durban (N. J. Adams and R. H.
Slotow, Editors), BirdLife South Africa, Johannesburg, South
Africa, pp. 2465-2479.

Fridolfsson, A. K., and H. Ellegren (1999). A simple and universal
method for molecular sexing of non-ratite birds. Journal of
Avian Biology 30:116-121.

Grafen, A. (1988). On the uses of data on lifetime reproductive
success. In Reproductive Success (T. H. Clutton-Brock, Editor),
University of Chicago Press, Chicago, pp. 454-471.

Hatchwell, B. J., A. F. Russell, A. D. C. MacColl, D. J. Ross, M. K.
Fowlie, and A. McGowan (2004). Helpers increase long-term
but not short-term productivity in cooperatively breeding
Long-tailed Tits. Behavioral Ecology 15:1-10.

Hodge, S. J. (2005). Helpers benefit offspring in both the short
and long-term in the cooperatively breeding banded
mongoose. Proceedings of the Royal Society of London,
Series B 272:2479-2484.

Khan, M. Z., and J. R. Walters (1997). Is helping a benéeficial
learning experience for Red-cockaded Woodpecker (Picoides
borealis) helpers? Behavioral Ecology and Sociobiology 41:
69-73.

Koenig, W. D., and J. Dickinson (Editors) (2004). Ecology and
Evolution of Cooperative Breeding in Birds. Cambridge
University Press, Cambridge, UK.

Lifetime fitness consequences of the natal environment 645

Koenig, W. D., and E. L. Walters (2011). Age-related provisioning
behaviour in the cooperatively breeding Acorn Woodpecker:
Testing the skills and the pay-to-stay hypotheses. Animal
Behaviour 82:437-444.

Koenig, W. D., F. A. Pitelka, W. J. Carmen, R. L. Mumme, and M. T.
Stanback (1992). The evolution of delayed dispersal in cooper-
ative breeders. Quarterly Review of Biology 67:111-150.

Komdeur, J. (1994). Experimental evidence for helping and
hindering by previous offspring in the cooperative-breeding
Seychelles Warbler Acrocephalus sechellensis. Behavioral
Ecology and Sociobiology 34:175-186.

Komdeur, J. (1996). Influence of helping and breeding experi-
ence on reproductive performance in the Seychelles Warbler:
A translocation experiment. Behavioral Ecology 7:326-333.

Lindstrém, J. (1999). Early development and fitness in birds and
mammals. Trends in Ecology & Evolution 14:343-348.

Magrath, R. D. (1991). Nestling weight and juvenile survival in
the Blackbird, Turdus merula. Journal of Animal Ecology 60:
335-351.

Marzluff, J. M., G. E. Woolfenden, J. W. Fitzpatrick, and R. P. Balda
(1996). Breeding partnerships of two New World jays. In
Partnerships in Birds: The Study of Monogamy (J. M. Black,
Editor), Oxford University Press, Oxford, UK, pp 138-161.

McGowan, K. J,, and G. E. Woolfenden (1990). Contributions to
fledgling feeding in the Florida Scrub Jay. Journal of Animal
Ecology 59:691-707.

Morgan, G. M., R. K. Boughton, M. A. Rensel, and S. J. Schoech
(2010). Road effects on food availability and energetic intake
in Florida Scrub-Jays (Aphelocoma coerulescens). The Auk 127:
581-589.

Mumme, R. L. (1992). Do helpers increase reproductive success?
An experimental analysis in the Florida Scrub Jay. Behavioral
Ecology and Sociobiology 31:319-328.

Mumme, R. L., S. J. Schoech, G. E. Woolfenden, and J. W.
Fitzpatrick (2000). Life and death in the fast lane: Demo-
graphic consequences of road mortality in the Florida Scrub-
Jay. Conservation Biology 14:501-512.

Nur, N. (1984). The consequence of brood size for breeding Blue
Tits. Il. Nestling weight, offspring survival and optimal brood
size. Journal of Animal Ecology 53:497-517.

R Development Core Team (2013). R: A Language and
Environment for Statistical Computing. R Foundation for
Statistical Computing, Vienna. http://www.R-project.org/

Ridley, A. R. (2007). Factors affecting offspring survival and
development in a cooperative bird: Social, maternal and
environmental effects. Journal of Animal Ecology 76:750-760.

Rodel, H. G., D. von Holst, and C. Kraus (2009). Family legacies:
Short- and long-term fitness consequences of early-life
conditions in female European rabbits. Journal of Animal
Ecology 78:789-797.

Russell, A. F., A. J. Young, G. Spong, N. R. Jordan, and T. H.
Clutton-Brock (2007). Helpers increase the reproductive
potential of offspring in cooperative meerkats. Proceedings
of the Royal Society of London, Series B 274:513-520.

SAS Institute (2012). Using JMP 10. SAS Institute, Cary, NC, USA.

Scandolara, C., M. Caprioli, R. Lardelli, G. Sgarbi, D. Rubolini, R.
Ambrosini,and N. Saino (2014). Brothers and sisters are stabbing
each other in the back: Long-term effects of sex of siblings on
Barn Swallow offspring. Animal Behaviour 87:187-193.

Schoech, S. J., E. S. Bridge, R. K. Boughton, S. J. Reynolds, J. W.
Atwell, and R. Bowman (2008). Food supplementation: A tool

The Auk: Ornithological Advances 132:634-646, © 2015 American Ornithologists’ Union

Downloaded From: https://complete.bioone.org/journals/The-Auk on 13 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use


http://CRAN.R-project.org/package=lme4
http://CRAN.R-project.org/package=lme4
dx.doi.org/10.1371/journal.pone.0033167
http://www.R-project.org/

646 Lifetime fitness consequences of the natal environment

to increase reproductive output? A case study in the
threatened Florida Scrub-Jay. Biological Conservation 141:
162-173.

Schoech, S. J, R. L. Mumme, and J. C. Wingfield (1996).
Delayed breeding in the cooperatively breeding Florida
Scrub-Jay (Aphelocoma coerulescens): Inhibition or the
absence of stimulation? Behavioral Ecology and Sociobiol-
ogy 39:77-90.

Shank, C. C. (1986). Territory size, energetics, and breeding
strategy in the Corvidae. American Naturalist 128:642-652.
Shawkey, M. D., R. Bowman, and G. E. Woolfenden (2004). Why is
brood reduction in Florida Scrub-Jays higher in suburban
than in wildland habitats? Canadian Journal of Zoology 82:

1427-1435.

Solomon, N. G., and J. A. French (Editors) (1997). Cooperative
Breeding in Mammals. Cambridge University Press, Cam-
bridge, UK.

Sparkman, A. M., J. Adams, A. Beyer, T. D. Steury, L. Waits, and
D. L. Murray (2010). Helper effects on pup lifetime fitness
in the cooperatively breeding red wolf (Canis rufus).
Proceedings of the Royal Society of London, Series B
278:1381-1389.

Stacey, P. B, and W. D. Koenig (Editors) (1990). Cooperative
Breeding in Birds: Long-Term Studies of Ecology and
Behavior. Cambridge University Press, Cambridge, UK.

Stamps, J. A. (2006). The silver spoon effect and habitat selection
by natal dispersers. Ecology Letters 9:1179-1185.

Streby, H. M., S. M. Peters, J. A. Lehman, G. R. Kramer, K. J.
lknayan, and D. E. Andersen (2013). The effects of force-
fledging and premature fledging on the survival of nesting
songbirds. Ibis 155:616-620.

Tarwater, C. E, and S. R. Beissinger (2012). Dispersal
polymorphisms from natal phenotype-environment inter-
actions have carry-over effects on lifetime reproductive
success of a tropical parrot. Ecology Letters 15:1218-
1229.

R. L. Mumme, R. Bowman, M. S. Pruett, and J. W. Fitzpatrick

Tilgar, V., R. Mand, P. Kilgas, and M. Méagi (2010). Long-term
consequences of early ontogeny in free-living Great Tits
Parus major. Journal of Ornithology 151:61-68.

Townsend, A. K., R. Bowman, J. W. Fitzpatrick, M. Dent, and I. J.
Lovette (2011). Genetic monogamy across variable demo-
graphic landscapes in cooperatively breeding Florida Scrub-
Jays. Behavioral Ecology 22:464-470.

van der Jeugd, H. P., and K. Larsson (1998). Pre-breeding survival
of Barnacle Geese Branta leucopsis in relation to fledgling
characteristics. Journal of Animal Ecology 67:953-966.

van der Pol, M., L. W. Bruinzeel, D. Heg, H. P. van der Jeugd, and
S. Verhulst (2006). A silver spoon for a golden future: Long-
term effects of natal origin on fitness prospects of
Oystercatchers (Haematopus ostralegus). Journal of Animal
Ecology 75:616-626.

Wilkin, T. A., and B. C. Sheldon (2009). Sex differences in the
persistence of natal environmental effects on life histories.
Current Biology 19:1998-2002.

Woolfenden, G. E., and J. W. Fitzpatrick (1978). The inheritance of
territory in group-breeding birds. BioScience 28:104-108.
Woolfenden, G. E., and J. W. Fitzpatrick (1984). The Florida Scrub
Jay: Demography of a Cooperative-Breeding Bird. Princeton

University Press, Princeton, NJ, USA.

Woolfenden, G. E., and J. W. Fitzpatrick (1990). Florida Scrub-
Jays: A synopsis after 18 years of study. In Cooperative
Breeding in Birds: Long-Term Studies of Ecology and
Behavior (P. B. Stacey and W. D. Koenig, Editors), Cambridge
University Press, Cambridge, UK, pp. 241-266.

Woolfenden, G. E., and J. W. Fitzpatrick (1996). Florida Scrub-Jay
(Aphelocoma coerulescens). In The Birds of North America
Online (A. Poole, Editor), Cornell Lab of Ornithology, Ithaca,
NY, USA. http://bna.birds.cornell.edu/bna/species/228. doi:
10.2173/bna.228

Zuur, A. F.,, E.N. leno, N. J. Walker, A. A. Saveliev, and G. M. Smith
(2009). Mixed Effects Models and Extensions in Ecology with
R. Springer, New York, NY, USA.

The Auk: Ornithological Advances 132:634-646, © 2015 American Ornithologists’ Union

Downloaded From: https://complete.bioone.org/journals/The-Auk on 13 May 2024
Terms of Use: https://complete.bioone.org/terms-of-use


http://bna.birds.cornell.edu/bna/species/228
dx.doi.org/10.2173/bna.228

