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Testosterone (T) is a key hormone regulating behavioral trade-offs in male birds, shifting investment towards
sexual and competitive behaviors.However, the role of T in regulatingmale behaviorduring themolt has received
very little attention, although this is a crucial life-history stage. Since the effect of Ton behaviormay be condition-
dependent, particularly during the costly molt period, we studied the effects of T and condition in a two-way
design. We manipulated T under two dietary regimes (standard and improved, resulting in an enhanced
condition) in captive blue tits (Cyanistes caeruleus) undergoing thefirst pre-basicmolt. T treatment increased song
frequency, indicating that song is T-dependent also at this time of year.Males on the improved diet sang less than
males in relatively worse condition, providing no support for song as an indicator of male condition. T-treated
males exhibited greater locomotor activity than controlmales, but onlywhen fed the standard diet. Neither T- nor
diet-treatment affected plumage maintenance (preening). Although T treatment resulted in a delay in molt
progress all birds completed the molt. Taken together our results show that during the molt male birds are
sensitive to relatively smallfluctuations inT. Similar to its commonly observed effects during the breeding season,
T stimulated an increase in song and locomotion. While there might be some benefits associated with such
Teffects, thesemust be traded-off against costs associatedwith conspicuous behaviorand increasedmoltduration.

© 2008 Elsevier Inc. All rights reserved.

Introduction

Testosterone (T) is a key hormone regulating life-history trade-offs
of male vertebrates, driving higher relative investment in sexual traits,
such as the pursuit of additional mating opportunities versus care of
offspring, or sexual advertising versus immunity (Hau, 2007). Conse-
quently, T generally stimulates behaviors involved in mate attraction
or competition (Hau, 2007).

Birds have been extensively used as model systems for studying
T-mediated reproductive trade-offs. In agreement with a role for T
shifting behavior towards sexual investment, experimentally elevated
T during breeding results in an increase in song (Silverin, 1980;
Chandler et al., 1994; Enstrom et al., 1997; Hunt et al., 1997; Van Duyse
et al., 2000), courtship (Peters, 2002), aggression (Collis and Borgia,
1992; De Ridder et al., 2000), locomotion (Wada, 1982; Lynn et al.,
2000), home range (Ketterson and Nolan, 1992; Chandler et al., 1994;
Lynn et al., 2000) and territory size (Watson and Parr, 1981;Wingfield,
1984). Conversely, T often reduces behaviors associated with self-
maintenance (Lynn et al., 2000), parental care (Ketterson et al., 1992;

Hunt et al., 1999; Peters et al., 2002) and resting behaviors (Lynn et al.,
2000) and can decrease survival (Reed et al., 2006).

Most studies on the role of T in avian life histories have focused on
behavioral effects of exogenous T during the breeding season, when
mating and reproduction take place, and T levels are at their annual
maximum.Toourknowledge, no studyexamined theeffects of Tonmale
behavior during the pre-basic molt. T levels generally are at their annual
low point during this time (Dawson, 1983; Schleussner et al., 1985;
Ketterson andNolan,1992). It could be thatmales then are insensitive to
(some of the) effects of additional T, possibly to avoid expression of
costly, inappropriate effects of Tat that time of the year (Wingfield et al.,
2001). On the other hand, a biological role of low T levels during molt
maycertainlynot be off-hand rejected. For example, T plays a central role
in regulating male sexual trade-offs (for example see Reed et al., 2006)
and the molt period is pertinent to sexual signalling: during the annual
replacement of all feathers, males in many species develop their
plumage that will determine their sexual attractiveness and competi-
tiveness for the following breeding season. Subtle changes in circulating
T duringmoltmaydeterminemale plumage characteristics: for example
treatmentwith slightly elevated T duringmolt resulted in increased size
of the black bib, a male badge of status, in house sparrows Passer
domesticus (Buchanan et al., 2001). These low T levels also resulted in an
increase in metabolic rate (Buchanan et al., 2001), so even low levels of
T during molt may be biologically meaningful.
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Therefore it seems plausible that even the small fluctuations in
post-breeding T could affect male behavior during the pre-basic molt.
Apart from courtship and parental care, many of the behaviors that are
T-sensitive during breeding, for example activity levels, are also
relevant during molt. T-mediated behavior could be directly or
indirectly beneficial during the time of molt. Higher nutrient and
energy requirements during molt could be satisfied more easily if a
T-induced increase in locomotion or home range allowed more
preferred foods to be acquired. Additionally, in species that flock
during molt, T can boost dominance thereby facilitating food access
(Ekman and Lilliendahl, 1993) and use of safer feeding places (Lahti
et al., 1998; Carrascal and Alonso, 2006). Conversely, high levels of
T may be costly. These costs may include exposure to predators
(Wingfield et al., 2001), risk of injury (Wingfield et al., 2001), loss of fat
reserves (Wingfield, 1984), decreased immune responsiveness (e.g.
Evans et al., 2000; Peters, 2000), and heightened energetic demands
(Buchanan et al., 2001). Moreover, high (comparable to breeding
season) levels of T delay or prevent molt (Runfeldt and Wingfield,
1985; Dawson, 1994).

Since elevated levels of T are often associated with physiological
(metabolic, immunological) costs, the effect of T on behavior may be
condition-dependent (Folstad and Karter,1992; Pérez-Rodríguez et al.,
2006), particularly during the challenging molt period. Molt is an
extremely demanding period during a bird's life-history, with dra-
matic physiological costs such as a daily energy expenditure of two to
three times basal metabolic rate during peak molt (Lindström et al.,
1993), 3–4 fold increase in protein-turnover (Murphy and Taruscio,
1995), decreased thermoregulatory ability caused by impaired feather
insulation (Klaassen, 1995), reduced ability to produce a physiological
stress response (Romero, 2002) and increased predation risk due to
impaired flight abilities (Swaddle andWitter, 1997a). Therefore it may
be that males in better condition could be more able to express the
effects of elevated T.

To examine the effects of T on male behavior during molt and to
test the hypothesis that effects of T depend on individual condition,
we treated male blue tits (Cyanistes caeruleus) in late summer with
physiologically relevant levels of T and additionally manipulated
condition by offering a standard or improved diet using a two-way
design. We then examined behavioral time budget and molt speed in
males and females undergoing the post-juvenile molt. We focused our
observations on vocalizations, locomotion and resting. In addition, we
examined time spent on plumage maintenance (preening). This
behavior is often viewed as investment in self-maintenance but it
may actually rather be investment in sexual signalling, since preening
may improve appearance and attractiveness (Zampiga et al., 2004).
We predicted that (1) T would increase song and activity, retard molt
progress, and increase preening and (2) the effect of T would depend
on condition (diet).

Methods

Experimental subjects

Blue tits are socially monogamous, sexually dichromatic small passerines (Hunt et al.,
1998). Since T can vary with age as well as experience (Kempenaers et al., 2008), and since
timingof adultmolt varies individuallywithbreedingsuccess (CrampandPerrins,1993), to
standardize between experimental subjects, we used only juveniles that had all been
raised in similar conditions. Juveniles undergo a body molt in autumn during which they
develop theirfirst adult plumage. This is a crucial life-history stage since juvenilemortality
is higher than that of adults until November, when juvenile plumage has been completely
replaced (Cramp and Perrins, 1993). Although they can show territorial behavior year-
round, outside the breeding season blue tits form flocks and compete aggressively for food
(Cramp and Perrins, 1993).

We studied a nest-box breeding population of blue tits established in February
2006 on the Bodanrück (47°75′N, 9°07′E), Germany. From the start of the breeding
season (1 April), we checked boxes every other day. After chicks hatched, wemonitored
boxes daily. When nestlings were between 10 and 13 days old we fitted them with a
unique metal ring and we took a small blood sample for molecular sex determination.
Between 23 and 30 May we brought 14 nest-boxes with nestlings (11–14 days old) and
parents into captivity. Parents and chicks were kept in large, naturalistic outdoor

aviaries (300×300×190 cm)where the parents raised their chicks with a diet consisting
of several types of adult invertebrates (mealworms, small crickets), invertebrate larvae
(of honey bees and ants) and egg food (a mix of mashed boiled hens eggs, crushed rusk
and soured milk with added vitamins Mauserpulver (Claus), Vitakalk (MFE) and
Korvimin (WDT)). After the fledglings could forage independently, four males and two
females of 12 broods were selected randomly and placed separately in similar outdoor
aviaries for the remainder of the experiment. No nestlings or parents died and all
remaining fledglings were released with their parents in the local area.

Two males and one female of each family were randomly assigned to a standard
and an improved diet respectively (see below). One male on the standard diet and one
male on the improved diet of each family were randomly assigned to a T treatment and
control treatment respectively. Each treatment combinationwas thus represented once
in each family in a 2×2 design.

Removal of blue tits from the wild and animal experimental protocols were
approved by the Regierungspräsidium Freiburg (Aktenzeichen 55-8852.15/05 and
Registriernr. G-06/05, Aktenzeichen 35-9185.82/3/339 respectively).

Dietary treatment

Fledglings had ad libitum access to egg food (see above), mealworms Tenebrio
molitor and honey bee Apis mellifera larvae before experimental semi-synthetic diets
(Table 1) started on 15 July. The standard diet consisted of 20% protein, 0.4% vitamin,
42% carbohydrate and 20% fat and was formulated to have moderately high amounts of
carbohydrates and fats and adequate protein compared to natural fruit diets (Pierce
et al., 2005; Smith et al., 2007a). The improved diet contained 41% protein, 0.25% lutein,
2% vitamin, 15% carbohydrate and 15% fat. It was formulated to simulate an insect diet
(Bairlein, 1998; Smith et al., 2007b) that is more nutritious (higher protein, vitamin and
antioxidant (carotenoid) content) and more easily digestible (lower fiber content, more
water) than the standard diet.

Testosterone treatment and assay

On 17 and 18 July, several weeks before the onset of the post-juvenile molt (Cramp
and Perrins, 1993), we implanted all birds after confirming that no birds had started to
molt. We inserted implants (diameter: 3 mm, height: 1 mm, Innovative Research of
America) through a small incision in the skin on the back between thewings. T implants
contained 1 mg T and were designed to slowly dissolve and maintain a constant plasma
level of T over a period of 90 days. This type of implant, but with a different dose, has
been successfully used previously to elevate T in breeding blue tits (Foerster and
Kempenaers, 2004, 2005). Control (C) males and females received implants that
consisted only of carrier material.

To verify that implants had resulted in elevated T levels, we collected plasma from a
sub-sample of birds on 23, 24 and 25 August. After puncture of thewing vein, blood was
collected in heparinised capillary tubes. Tubes were placed on ice until centrifugation
after which plasmawas harvested and stored at −70 °C. Plasma T levels were assayed by
direct radio immunoassay (RIA) following Goymann et al. (2006). Briefly, all samples
were extracted twice with freshly distilled dichloromethane after overnight equilibra-
tion with 1500 dpm tritiated T. After resuspension in assay buffer an aliquot of the
redissolved samples was transferred to scintillation vials, mixed with scintillation fluid
and counted to an accuracy of 2–3% in a Beckman LS 6000 β-counter to estimate
individual extraction recoveries. The remainder was stored at−40 °C until RIA was
conducted. Standard curves were set up in duplicates by serial dilution of stock
standard solutions in a range of concentrations between 0.39–200 pg. The T antiserum
and tritiated T was added to the standard curve, assay controls and duplicate aliquots of
each sample. After incubation for 20 h at 4 °C the bound and free fractions were
separated by adding 0.5 ml dextran-coated charcoal and centrifugation after 14 min

Table 1
Composition (in % wet mass and % dry mass) of the semi-synthetic diets used in this
study to manipulate the general condition of molting blue tits

Ingredients Standard diet Improved diet

% Wet mass % Dry mass % Wet mass % Dry mass

Dextrose 15.14 39.36 3.00 15.01
Casein 7.39 19.20 6.54 32.72
Cellulose 1.92 4.99
Amino acid mixa 1.03 2.69 0.55 2.76
Vitaminsb 0.15 0.38 0.33 1.67
Salt mixc 1.85 4.80 1.17 5.86
Olive Oil 7.39 19.20 3.00 15.01
Agar 1.23 3.20 2.00 10.01
Mealworms 2.34 6.19 2.40 12.01
Water 61.56 80.00
Lutein powderd 1.00 5.00

a Amino Acid Mix (Murphy and King, 1982).
b AIN Vitamin Mixture 76, MP Biomedicals Inc.
c Custom Mineral Mix, Dyets Inc.
d FloraGLO, Pfannenschmidt, Lutein content: 5%.
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incubation. Supernatants were decanted into scintillation vials, scintillation liquid
added, and vials counted. Standard curve and sample concentrations were calculated
with Immunofit 3.0 (Beckman Inc., Fullerton, CA), using a four parameter logistic curve
fit. The lower detection limit of the assay was determined as the first value outside the
95% confidence intervals for the zero standard (Bmax) and was 0.006 ng/ml. The mean
recovery rate was 87% and the intra-assay coefficient of variation was 9.6%. Hormone
levels were natural log (ln) transformed to achieve a normal distribution; we present
back-transformed means±SE.

Behavioral observations

To study the effect of T, condition and sex on behavior during molt we performed
detailed behavioral observations on 24 T-males, 24 C-males and 24 females between 6
and 11 August, between 0800 and 1200 h, (morning observation period, AM) and
between 1500 and 1900 h (afternoon observation period, PM). The observation series
was repeated between 4 and 10 September. Between the two observation series, two
T-males, one from each diet, died during blood sampling, of unknown causes. In addi-
tion one male (C, standard diet) was excluded from all analysis due to injury.

During each AM/PM period, one bird from each treatment combination was
randomly chosen and observed for a period of 30min. The sequence in each observation
period was randomized. Observations were conducted from a hide placed next to the
aviary 40min before starting the observation. Every 15 s the observer (R.H.J.M.K.) noted
the behavior and classified it as: eating, flying, moving, resting, preening, calling,
singing, washing, drinking or out of sight (timed behaviors). In addition the total
number of calls and songs during the 30 min observation period was scored (call and
song frequency).

The aviaries contained small bushes to provide shelter for the birds. As a result,
birds were sometimes on the other side of a bush and thereby out of the line of sight of
the observer (mean±SD=7.6±3.4 min out of sight). Since certain behaviors were always
visible (eating, drinking and washing could take place only at the available food and
water sources) or audible (singing and calling) to the observer, we adjusted those
behaviors that could occur while out of sight (flying, moving, resting and preening)
proportional to their likelihood when in sight, so that the percentage of time spent on
all behaviors totaled 100.

Molt and condition measurements

On 31 July and 11 September birds were caught for scoring of molt. Since juvenile
blue tits do not molt primaries, molt stage was scored by visual assessment of the
progress of molt of body feathers that change coloration between the juvenile to
the adult plumage. Molt was scored on a scale ranging from 1 to 3: (1) less than 1/3 of
the body feathers molted, (2) between 1/3 and 2/3 of the body feathers molted and (3)
more than 2/3 of the body feathers molted (Bairlein, 1995). Additionally we measured
tarsus length to the nearest 0.1 mm using calipers (first capture only), body mass to the
nearest 0.1 g using a digital balance and we ranked fat by visual assessment of the
furcular and abdominal fat deposits on a scale from 0 (no fat) to 8 (bulging fat deposit)
(Kaiser, 1993).

Statistical analyses

In all analyses we used mixed models with bird number nested in family (for
repeated measures analysis since we included both observation periods in the same
model) as a random term to avoid the problem of pseudo-replication at the individual
and family level. To determine the effects of T and diet we constructed models
comparing C- and T-males. To determine the effects of sex and diet we constructed
separate models comparing C-males and females.

To analyze the effect of diet on body condition we used the restricted maximum
likelihood (ReML) methodwith response variables bodymass and fat score, which were
analyzed separately. The fixed models consisted of diet, hormone treatment group and
diet–hormone interaction as well as tarsus length to account for skeletal size in the
body mass model. To test for the effect of T and condition on molt progress we used
GLMMs (generalized linear mixed models). Molt score was the response variable in a
Poisson model. As fixed terms we included diet, hormone treatment group and diet–
hormone interaction and as random factor we included observation period.

To analyze the effect of T and body condition on timed behaviors eating, flying,
moving, resting and preening (expressed as percentage of total observation time) we
used binomial GLMMs with logit-link function and total observation time as binomial
total. Of the timed behaviors, singing (0.2±0.1%), calling (1.7±0.2%), washing (0.3±
0.1%), and drinking (0.6±0.1%) were too infrequent for statistical analyses. To analyze
the effect of T and body condition on vocalizations we therefore used the frequency of
vocalizations. Since call and song frequency followed a Poisson distribution they were
log transformed to normalize residuals of ReML models. As fixed effects, we fitted diet,
hormone treatment group and diet–hormone interaction. In all analyses of behavior
we controlled for time of day (AM/PM) since birds called and flew more and rested
and preened less during the morning (calls: Wald (w)=37.86, Pb0.001, flying:w=30.60,
Pb0.001, resting: w=14.42, Pb0.001, preening: w=22.96, Pb0.001; eating: w=0.00,
P=0.90, moving: w=0.00, P=0.98, songs: w=0.91, P=0.34). Additionally we controlled
for period since birds sang and flew more and called and preened less in the first
period (songs: w=19.23, Pb0.001, flying: w=5.28, P=0.022, calls: w=6.07, P=0.014,
preening:w=12.01, Pb0.001; eating:w=1.86, P=0.17, moving:w=1.45, P=0.23, resting:

w=2.96, P=0.09). We included both observation periods in the same analysis,
controlling for differences between periods by including period as a fixed factor,
since we were interested in consistent treatment effects rather than between-period
variance.

We derived minimal models from maximal models by excluding the least
significant terms from the models by stepwise deletion. The final models included
only significant (Pb(P b0.05) terms. In case of a significant diet–hormone interactionwe
analyzed the effects of T within each diet group separately. We present Wald (w)
statistics (that follow a chi-square distribution with d.f. =1), and P-values as predicted
by the final model. Values are presented as rawmeans±SE. For all statistical analyses we
used GenStat 8.1 (GenStat, 2005).

Results

Condition

There was no significant diet–T interaction on mass and fat scores
(mass:w=0.12, P=0.73, fat:w=1.65, P=0.20). Therewas no effect of Ton
mass (w=0.09, P=0.76). T-males tended to have a higher (2.3±0.1) fat
score than C-males (2.1±0.1) (w=2.96, P=0.09). Males fed the improved
diet had higher body mass (11.9±0.1 g) and higher fat score (2.3±0.1)
than those receiving the standard diet (11.7±0.1 g, 2.0±0.1; mass:
w=6.00, P=0.014, fat:w=5.10, P=0.024). Likewise, C-males and females
fed the improved diet had higher body mass (w=9.06, Pb0.001,
controlling for sex) and fat scores (w=7.99, P=0.005) than birds on the
standard diet. Generally, C-males had higher body mass (11.9±0.1 g)
than females (11.3±0.1 g) (w=11.71, Pb0.001) but there was no sig-
nificant sex difference in fat score (C-males: 2.1±0.1, females: 1.9±0.1;
w=2.43,P=0.15). Althoughmale birds on the improveddietwere heavier
and fatter compared tomales on the standard diet, their condition fell in
the natural range of moltingmale juvenile blue tits captured in the local
area at that time of year (mass: 12.1±0.2 g, range: 11.5–12.7, fat: 1.6±0.2,
range: 1–2; n=8) (A. Peters unpublished data).

Testosterone levels

T implants resulted in significantly (w=17.37, Pb0.001) elevated
T levels, on average 1.9±0.7 ng/ml (range 0.25–12.0 ng/ml, n=11),
which is around the maximum level observed in C-males (range
0.26–2.1 ng/ml, mean 0.55±0.2 ng/ml, n=13). T levels in females
(0.74 ng/ml, range 0.34–1.24 ng/ml, n=15) were similar to those in
C-males (w=2.07, P=0.15). Lack of a sex difference is similar to free-
living molting blue tits: average natural T levels during post-juvenile
molt (late August–early September 2004) in blue tits from the local
area did not differ between males and females (t=1.33, P=0.19, n=33
males, 13 females, A. Peters unpublished data) although absolute
levels were much lower (mean 0.10 ng/ml, range: 0.06–0.23 ng/ml).
Diet had no effect on T levels (w=2.07, P=0.15; and no significant in-
teraction:w=0.23, P=0.63) in themales, or in the C-males and females
with sex in the model (w=1.70, P=0.19; and no significant interaction:
w=0.88, P=0.35).

Behavior

On average male birds spent 3.6±0.3% of their time eating, 21.7±
1.9% flying, 47.5±2.3% moving, 18.7±2.2% resting and 4.9±0.8%
preening. There was a significant interaction between diet and T on
time spent flying and resting (Table 2). On the standard diet T-males
spent more time flying and less time resting than C-males (flying:
w=5.25, P=0.02; resting: w=7.61, P=0.006, Fig. 1a). This pattern was
absent in males fed the improved diet (flying: w=0.76, P=0.39;
resting: w=0.01, P=0.91, Fig. 1b), which showed levels of resting and
flying similar to C-males on the standard diet. There were no
significant diet–T interactions or significant differences between
T-males and C-males in time spent eating, moving and preening
(Table 2). Birds on the improved diet spent more time eating (4.4±
0.3%) than birds on the standard diet (2.9±0.2%) (Table 2). Males
called on average 46.2±4.3 times and sang 2.2±0.7 times per half hour
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observation period. There was no significant diet–T interaction on
the frequency of songs or calls (Table 2). T-males sang more often
than C-males (Fig. 2, Table 2) but there was no effect of T on calls.
Additionally, there was a significant effect of diet on singing: males on
the improved diet (1.2±0.6) sang less than males on the standard diet
(5.3±1.8) (Table 2).

Molt progress

In early August 37 of 47 (79%) males were in mid-molt (stage 2)
and tenmales in stage 1. In early September 36 of 45 (80%) males were
in mid-molt and nine males in stage 3. Therewas no significant diet–T
interaction on the progress of molt (w=0.56, P=0.46) and no effect
of diet (w=0.61, P=0.46) but T-males molted significantly slower than
C-males (Fig. 3). Nonetheless, all birds completed the molt: by mid
October no males were molting and all had achieved a complete adult
plumage.

Sex differences

Differences between the sexes were examined by comparing
C-males and females.Males tended to preen (5.5±1.2%) and rest (21.6±
2.5%) more than females (3.3±0.9%, 15.9±1.3%) (Table 3). Males and
females did not significantly differ either in time spent eating, flying

Fig. 1. T treatment increases the time spent flying and decreases the time spent resting
in molting male blue tits when fed a standard diet (a) but not when fed an improved
diet (b) that enhanced body condition. T=T, C=control. Numbers indicate sample sizes.
Values are raw means±SE, ⁎Pb0.05, ⁎⁎Pb0.01.

Fig. 2. T treatment increases song activity, but not other vocalizations, of molting male
blue tits. Depicted are number of calls and songs per half hour observation period in
T- and C-implanted males. Numbers indicate sample sizes. Values are raw means±SE,
⁎⁎Pb0.01.

Fig. 3. Molt stage (stage 1b1/3, stage 2=1/3–2/3 and stage 3N2/3 body molt) of T-males
and C-males in August and September. Numbers indicate sample sizes. Values are raw
means±SE. T treatment resulted in significantly slower molt progress (w=7.96,
P=0.005), but all birds eventually molted a complete fresh plumage.

Table 2
Statistical results of mixedmodel analysis of two-way Tand diet treatments on behavior
of molting juvenile male blue tits (T-males: n=22, C-males: n=23)

Diet–T interaction Diet T

Wald P Wald P Wald P

Eating (%) 1.23 0.27 15.61 b0.001 0.37 0.54
Flying (%) 5.33 0.021
Moving (%) 0.03 0.87 1.48 0.22 0.00 0.96
Resting (%) 4.31 0.038
Preening (%) 0.57 0.45 0.01 0.91 0.65 0.42
Songs (no.) 0.25 0.61 4.64 0.031 9.30 0.002
Calls (no.) 3.03 0.08 0.70 0.40 1.81 0.18

Wald statistics and P-values were derived by excluding a term from the full final model
containing only significant terms.
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or moving or in frequency of songs and calls (both were extremely
low) (Table 3). There were no significant diet–sex interactions on any
behavior (Table 3) and no sex difference in molt progress (w=0.57,
P=0.45).

Discussion

We showed that an exogenous dose of T affected behavior of male
blue tits during their first molt, and this effect partly depended on
condition. In agreement with the well-documented effects of T during
breeding, T treatment had a positive effect on song frequency. Addi-
tionally, T also increased locomotion (flying) and decreased resting,
but on the standard diet only. As expected, T-treated males molted
slower than C-males. To our knowledge this is the first study to
indicate that T can mediate behavior of male birds during molt.
Additionally, similar circulating T in males and females and T-inde-
pendent sex differences in plumage maintenance behavior indicate
that differences between the sexes are not related to T.

T in implanted males was on average increased to the maximum
levels observed in control-implanted males kept in the same con-
ditions and sampled at the same time. Overall, T levels were several
times higher in our captive birds than in free-living molting blue tits
captured during molt (2 years earlier). While we cannot explain why
this should be the case, the relative magnitude of the T treatment
compared to control males is within the optimal range for a physio-
logically relevant manipulation. Likewise, diet treatments successfully
manipulated body condition: males as well as females on the im-
proved diet were heavier and fatter. They were not unnaturally obese,
since body mass and fat scores were at the extreme end of the natural
variation inmolting juveniles in our study area at that time of the year.
Birds that were offered the improved diet spent a slightly greater
proportion of their time eating (Table 2) which allowed them to
increase their food intake per day (M.L. Roberts, R.H.J.M. Kurvers and
A. Peters, unpublished data) and hence produce more fat stores.

Song and locomotion

T treatment resulted in a moderate increase of song activity during
molt: irrespective of diet, T-males sang more than C-males (Table 2,
Fig. 2). Increase in song frequency is a classic response of male birds to
exogenous T during the breeding season (Silverin, 1980; Chandler
et al., 1994; Enstrom et al., 1997; but see Peters, 2002), including
species where other behavior (aggression/nestling feeding) is insen-
sitive to additional T (Hunt et al., 1997; Van Duyse et al., 2000). Our
results extend this stimulation of song activity by exogenous T to the
molt period. Although unmanipulated blue tits during molt sing
infrequently, song could be important in flocks, when birds compete
aggressively for food (Cramp and Perrins, 1993). In passerines,
dominance in such non-breeding flocks is closely linked to song,
with dominant individuals singing more (Wiley et al., 1993; Krams,
2000). An increase in song during molt can thus be beneficial by

improving access to food and use of safer feeding places. An additional
potential benefit could be an advantage in obtaining a mate, since
song in passerines also serves for mate attraction (Andersson, 1994).
Although blue tits remain loosely paired outside the breeding season,
the extent to which juveniles invest in mate attraction at this time of
year is unknown (Cramp and Perrins, 1993).

There was no evidence for a condition-dependent effect of T on
singing, or a stimulatory effect of improved condition on song activity.
Song output in blue tits may signal male quality during the (pre-)
breeding season, but significant relationships between song produc-
tion and condition in breeding blue tits have not been replicated
among studies (see Parker et al., 2006 for an overview). Although blue
tits sing at other times of the year, albeit more infrequently, even less
is known about the role of song outside the breeding season. Our
results do not support the view of song as a signal of male condition.
Rather they suggest that song could act as a signal of need or
motivation. Birds on the standard diet, in relatively worse condition,
sang more than birds on the improved diet: presumably their need or
motivation to improve their food access was greater than that of the
birds in improved condition.

Food access can also be improved by increased home range size,
achieved through increased locomotion. As expected, T treatment
increased the time spent flying, and decreased the time spent resting.
However, this effect only occurred in males fed the standard diet, not
in males on the improved diet. This indicates that the effect of T may
depend on condition, and thereby onmotivation or need, a hypothesis
that is not often considered when explaining variation in response to
(exogenous) T (Kempenaers et al., 2008). A T-induced increase in
locomotion (and home range)may be only useful when food resources
are limited in a bird's territory.

While there are potential beneficial effects of T-induced increase in
song and locomotion, these behaviors during the molt may also be
costly. Molting birds are known to decrease conspicuous behavioral
patterns (Newton, 1966; Wingfield and Soma, 2002) to avoid
predation. An increase in song as well as locomotion makes birds
more conspicuous (Krams, 2001; Post and Götmark, 2006). Moreover,
since molt is energetically costly (Payne, 1972; Lindström et al., 1993),
the costs of molt will be higher for birds that spendmore time in flight
(Møller et al., 1995). This indicates that males need to strictly balance
favorable with potentially harmful behavioral effects of increasing
their T levels, a balancing act that is further complicated by direct
effects of T on molt progress.

Molt progress

There is ample experimental evidence that exogenous T can delay
(Runfeldt andWingfield, 1985; Schleussner et al., 1985; Dawson,1994;
Stoehr and Hill, 2001; Clotfelter et al., 2004) or even prevent molt
(Nolan et al., 1992; Dawson, 1994; but see Peters et al., 2000 and
Peters, 2007 for T-stimulated molt). The comparatively modest
experimental increase of T in molting juvenile male blue tits in our
study also resulted in delayed molt progress (Fig. 3), but the effect was
rather mild compared to the sometimes dramatic effects (delay in
molt completion of several months or no feather replacement)
observed in some of the other studies (that also employed higher
T levels, similar to breeding levels). Although all T-males in our
experiment completed the molt by mid October, a slower molt rate
may be costly if birds do not complete their molt before dispersal or
migration starts and/or lower temperatures arrive. Additionally, being
in a state of molt for a longer period may be disadvantageous, in view
of the physiological costs involved in the process (see Introduction).

However, despite theplethora ofphysiological costs that are involved
in the process of molt, improved condition did not enhance molt
progress or override the T-induced molt delay in our experiment.
Possibly, conditions under the standard diet were sufficiently benign
for the process of molt to proceed optimally. Indeed, it appears that a

Table 3
Sex differences in, and the effect of dietary manipulation of condition on, behavior of
molting blue tits (C-males: n=23, females: n=24)

Diet–sex interaction Diet Sex

Wald P Wald P Wald P

Eating (%) 2.06 0.15 19.14 b0.001 0.20 0.66
Flying (%) 2.27 0.13 1.59 0.21 1.57 0.21
Moving (%) 0.07 0.80 3.32 0.07 0.92 0.34
Resting (%) 1.23 0.27 1.89 0.17 3.53 0.06
Preening (%) 0.05 0.83 0.45 0.50 3.27 0.07
Songs (no.) 0.65 0.42 3.14 0.08 0.93 0.34
Calls (no.) 1.86 0.17 0.06 0.81 0.06 0.80

Wald statistics and P-values were derived by excluding a term from the full final mixed
model containing only significant terms.
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normally proceedingmolt program is of such importance for birds, that
molt is fairly resistant to forms ofmalnutrition that free-living birdsmay
encounter (Murphy and King, 1991), and that it can proceed even under
circumstances of severe food deprivation (Murphy et al., 1988; Swaddle
andWitter,1997b) although feather growth and qualitymay be affected
(Swaddle and Witter, 1994; McWilliams and Leafloor, 2005).

Plumage maintenance

Contrary to our prediction, there was no significant effect of diet/
condition or exogenous T on investment in plumage maintenance
(preening). Maintenance of plumage in birds may be important for
mate choice (Griggio and Hoi, 2006) and in blue tits, UV/blue color of
the male crown is an important sexual signal (Hunt et al., 1998;
Andersson et al., 1998; Delhey et al., 2003, 2007a, 2007b; Johnsen
et al., 2005), related to T levels during breeding (Peters et al., 2006).
Crown color declines through the year (Delhey et al., 2006), under-
scoring the importance of plumage maintenance. Indeed, preening
may improve the appearance of plumage and male attractiveness
(Dowling et al., 2001; Zampiga et al., 2004). Therefore we had ex-
pected this behavior to be condition- and/or T-dependent. Possibly a
self-maintenance function of plumage care is more or equally im-
portant to investment in sexual signalling. Nonetheless, males
preened 1.6 times more than females, although this difference was
not quite significant (Table 3). Similarly, in barn swallows Hirundo
rustica and Seychelles warblers Acrocephalus sechellensis males
preened more than females during the breeding season (Møller,
1991; Dowling et al., 2001). Therefore it seems that males might
indeed invest more in preening behavior as part of their sexual
investment strategy, but this investment is not dependent on their
condition or T, at least not during molt. Possibly, T affects investment
in plumage maintenance at other times of the year, closer to the
breeding season, when importance of a well-maintained plumage
becomes more imperative (see also Delhey et al., 2006).

Sex differences

Differences in behavior between the male T treatments were not
correspondingly observed between the sexes; males spent a similar
amount of time flying, rested marginally more than females and there
was no sex difference in molt speed. This lack of a sex difference in
behavior agrees with our observation that in captive as well as in free-
living birds, during the autumn molt, males have similar T levels as
females. Therefore it seems that T does not control behavioral and
morphological differences between the sexes during molt, although
our experiment demonstrated that individual variation in T can affect
male investment strategies.

Conclusion

Exogenous administration of T affected male blue tits during the
molt period. Similar to its effects during the breeding season, T shifted
investment away from self-maintenance (resting, molt progress)
towards behaviors relevant for aggressive competition (singing,
flying), although T did not stimulate investment in a putative sexual
behavior (preening). These results thereby do not provide support for
the T insensitivity hypothesis, which states that birds may become
insensitive to the behavioral effects of T during certain periods of the
year (Wingfield et al., 2001). Insensitivity to T has been demonstrated
for the parental phase in arctic breeding birds (Hunt et al., 1997; Lynn
et al., 2002) but also in the closely related great tit, Parus major (Van
Duyse et al., 2000). Our study shows that also during molt male blue
tits are sensitive to effects of exogenous T in the expected manner.
However, this experiment cannot exclude the possibility of a partial
decrease in sensitivity compared to other times of the year. Since T
can have costly effects – it delays molt and can increase energy

expenditure (through effects onmetabolic rate (Buchanan et al., 2001)
or behavior (this study)) – a quick decline to low levels in T after
breeding, as is usually observed (e.g. Dawson, 1983; Schleussner et al.,
1985; Ketterson and Nolan, 1992), appears to be an adaptive strategy
for male birds. Our results indicate that nonetheless, subtle fluctua-
tions in low molt levels of T may be instrumental in governing male
trade-offs during this important, but neglected, life-history stage.

Acknowledgments

WethankTanjaVogler, Heidi Schmid, Evi Fricke, EricaRas and Steffen
Magdeburg for help with maintenance of the birds, Ulrich Querner and
Andreas Schmidt for helpwith catching the birds andMonika Krome for
technical assistance.We also thank Roland Rost for invaluable advice on
raising blue tit chicks in captivity, and we are especially grateful to
Wolfgang Goymann, Ingrid Schwabl and Monika Trappschuh (from the
Department of Behavioural Neurobiology) for conducting the Tanalysis.
We thank Kaspar Delhey, Sjouke Kingma, Carlo Catoni, Anne Etgen, the
associate editor and two anonymous reviewers for comments on earlier
versions of the manuscript. The study was funded by the Max Planck
Society Program for the Advancement of Women in Science. Author
contributions: R.H.J.M.K.: designed the experiment, collected and ana-
lyzed the data, wrote the paper; M.L.R.: designed the diets and experi-
ment, collected data; S.R.M.: designed the diets; A.P.: conceived and
designed the experiment, wrote the paper.

References

Andersson, M., 1994. Sexual Selection. Princeton University Press, Princeton.
Andersson, S., Örnborg, J., Andersson, M., 1998. Ultraviolet sexual dimorphism and

assortative mating in blue tits. Proc. R. Soc. Lond. B 265, 445–450.
Bairlein, F., 1995. European–African Songbird Migration Network. Manual of Field

Methods. Insitut für Vogelforschung, Wilhelmshaven, Germany.
Bairlein, F., 1998. The effect of diet composition on migratory fuelling in Garden

warblers Sylvia borin. J. Avian Biol. 29, 546–551.
Buchanan, K.L., Evans, M.R., Goldsmith, A.R., Bryant, D.M., Rowe, L.V., 2001. Testosterone

influences basal metabolic rate in male house sparrows: a new cost of dominance
signalling? Proc. R. Soc. Lond. B 268, 1337–1344.

Carrascal, L.M., Alonso, C.L., 2006. Habitat use under latent predation risk.A case study
with wintering forest birds. Oikos 112, 51–62.

Chandler, C.R., Ketterson, E.D., Nolan, V., Ziegenfus, C., 1994. Effects of testosterone on
spatial activity in free-ranging male dark-eyed juncos, Junco hyemalis. Anim. Behav.
47, 1445–1455.

Clotfelter, E.D., O'Neal, D.M., Gaudioso, J.M., Casto, J.M., Parker-Renga, I.M., Snajdr, E.A.,
Duffy, D.L., Nolan, V., Ketterson, E.D., 2004. Consequences of elevating plasma
testosterone in females of a sociallymonogamous songbird: evidence of constraints
on male evolution? Horm. Behav. 46, 171–178.

Collis, K., Borgia, G., 1992. Age-related effects of testosterone, plumage, and experience on
aggression and social-dominance in juvenile male satin bowerbirds (Ptilonorhynchus
violaceus). Auk 109, 422–434.

Cramp, S., Perrins, C.M., 1993. Blue tit. In: Cramp, S., Perrins, C.M. (Eds.), The Birds of the
Western Palearctic, vol. 7. Oxford University Press, Oxford, pp. 225–248.

Dawson, A., 1983. Plasma gonadal-steroid levels in wild starlings (Sturnus vulgaris)
during the annual cycle and in relation to the stages of breeding. Gen. Comp.
Endocrinol. 49, 286–294.

Dawson, A., 1994. The effects of daylength and testosterone on the initiation and
progress of molt in starlings Sturnus vulgaris. Ibis 136, 335–340.

De Ridder, E., Pinxten, R., Eens, M., 2000. Experimental evidence of a testosterone-
induced shift from paternal to mating behaviour in a facultatively polygynous
songbird. Behav. Ecol. Sociobiol. 49, 24–30.

Delhey, K., Johnsen, A., Peters, A., Andersson, S., Kempenaers, B., 2003. Paternity analysis
reveals opposing selection pressures on crown coloration in the blue tit (Parus
caeruleus). Proc. R. Soc. Lond. B 270, 2057–2063.

Delhey, K., Peters, A., Johnsen, A., Kempenaers, B., 2006. Seasonal changes in blue tit
crown color: do they signal individual quality? Behav. Ecol. 17, 790–798.

Delhey, K., Peters, A., Johnsen, A., Kempenaers, B., 2007a. Brood sex ratio and male UV
ornamentation in blue tits (Cyanistes caeruleus): correlational evidence and an
experimental test. Behav. Ecol. Sociobiol. 61, 853–862.

Delhey, K., Peters, A., Johnsen, A., Kempenaers, B., 2007b. Fertilization success and UV
ornamentation in blue tits Cyanistes caeruleus: correlational and experimental
evidence. Behav. Ecol. 18, 399–409.

Dowling, D.K., Richardson, D.S., Komdeur, J., 2001. No effects of a feather mite on body
condition, survivorship, or grooming behavior in the Seychelles warbler, Acroce-
phalus sechellensis. Behav. Ecol. Sociobiol. 50, 257–262.

Ekman, J.B., Lilliendahl, K., 1993. Using priority to food access—fattening strategies in
dominance-structured willow tit (Parus montanus) flocks. Behav. Ecol. 4, 232–238.

Enstrom, D.A., Ketterson, E.D., Nolan, V., 1997. Testosterone andmate choice in the dark-
eyed junco. Anim. Behav. 54, 1135–1146.

268 R.H.J.M. Kurvers et al. / Hormones and Behavior 54 (2008) 263–269



Author's personal copy

Evans, M.R., Goldsmith, A.R., Norris, S.R.A., 2000. The effects of testosterone on antibody
production and plumage coloration in male house sparrows (Passer domesticus).
Behav. Ecol. Sociobiol. 47, 156–163.

Foerster, K., Kempenaers, B., 2004. Experimentally elevated plasma levels of
testosterone do not increase male reproductive success in blue tits. Behav. Ecol.
Sociobiol. 56, 482–490.

Foerster, K., Kempenaers, B., 2005. Effects of testosterone on male–male competition
and male–female interactions in blue tits. Behav. Ecol. Sociobiol. 57, 215–223.

Folstad, I., Karter, A.J., 1992. Parasites, bright males, and the immunocompetence
handicap. Am. Nat. 139, 603–622.

GenStat, 2005. GenStat 8.1. VSN International Ltd. Hemel Hempstead, Hertfordshire, UK.
Goymann, W., Trappschuh, M., Jensen, W., Schwabl, I., 2006. Low ambient temperature

increases food intake and dropping production, leading to incorrect estimates
of hormone metabolite concentrations in European stonechats. Horm. Behav. 49,
644–653.

Griggio, M., Hoi, H., 2006. Is preening behaviour sexually selected? An experimental
approach. Ethology 112, 1145–1151.

Hau, M., 2007. Regulation of male traits by testosterone: implications for the evolution
of vertebrate life histories. BioEssays 29, 133–144.

Hunt, K.E., Hahn, T.P., Wingfield, J.C., 1997. Testosterone implants increase song but not
aggression in male Lapland longspurs. Anim. Behav. 54, 1177–1192.

Hunt, S., Bennett, A.T.D., Cuthill, I.C., Griffiths, R., 1998. Blue tits are ultraviolet tits. Proc.
R. Soc. Lond. B 265, 451–455.

Hunt, K.E., Hahn, T.P., Wingfield, J.C., 1999. Endocrine influences on parental care during
a short breeding season: testosterone and male parental care in Lapland longspurs
(Calcarius lapponicus). Behav. Ecol. Sociobiol. 45, 360–369.

Johnsen, A., Delhey, K., Schlicht, E., Peters, A., Kempenaers, B., 2005. Male sexual
attractiveness and parental effort in blue tits: a test of the differential allocation
hypothesis. Anim. Behav. 70, 877–888.

Kaiser, A., 1993. A new multi-category classification of subcutaneous fat deposits of
songbirds. J. Field Ornithol. 64, 246–255.

Kempenaers, B., Peters, A., Foerster, K., 2008. Sources of individual variation in plasma
testosterone levels. Phil. Trans. R. Soc. B 363, 1711–1723.

Ketterson, E.D., Nolan, V., 1992. Hormones and life histories—an integrative approach.
Am. Nat. 140, S33–S62.

Ketterson, E.D., Nolan, V., Wolf, L., Ziegenfus, C., 1992. Testosterone and avian life
histories—effects of experimentally elevated testosterone on behavior and
correlates of fitness in the dark-eyed junco (Junco hyemalis). Am. Nat. 140, 980–999.

Klaassen, M., 1995. Molt and basal metabolic costs in males of 2 subspecies of
stonechats — the European Saxicola torquata rubicula and the East-African Saxicola
torquata axillaris. Oecologia 104, 424–432.

Krams, I., 2000. Long-range call use in dominance-structured crested tit Parus cristatus
winter groups. J. Avian Biol. 31, 15–19.

Krams, I., 2001. Perch selection by singing chaffinches: a better view of surroundings
and the risk of predation. Behav. Ecol. 12, 295–300.

Lahti, K., Koivula, K., Rytkonen, S., Mustonen, T., Welling, P., Pravosudov, V.V., Orell, M.,
1998. Social influences on food caching in willow tits: a field experiment. Behav.
Ecol. 9, 122–129.

Lindström, A., Visser, G.H., Daan, S., 1993. The energetic cost of feather synthesis is
proportional to basal metabolic-rate. Physiol. Zool. 66, 490–510.

Lynn, S.E., Houtman, A.M., Weathers, W.W., Ketterson, E.D., Nolan, V., 2000.
Testosterone increases activity but not daily energy expenditure in captive male
dark-eyed juncos, Junco hyemalis. Anim. Behav. 60, 581–587.

Lynn, S.E., Hayward, L.S., Benowitz-Fredericks, Z.M., Wingfield, J.C., 2002. Behavioural
insensitivity to supplementary testosterone during the parental phase in the
chestnut-collared longspur, Calcarius ornatus. Anim. Behav. 63, 795–803.

McWilliams, S.R., Leafloor, J.O., 2005. Effects of elevated CO2 on keystone herbivores in
Arctic ecosystems. Pp. 369–393. In: Ehleringer, J., Cerling, T., Dearing, D. (Eds.), A
History of Atmospheric CO2 and its Effects on Plants, Animals, and Ecosystems.
Springer-Verlag.

Møller, A.P., 1991. The preening activity of swallows, Hirundo rustica, in relation to experi-
mentally manipulated loads of hematophagous mites. Anim. Behav. 42, 251–260.

Møller, A.P., Magnhagen, C., Ulfstrand, A., Ulfstrand, S., 1995. Phenotypic quality and
molt in the barn swallow, Hirundo rustica. Behav. Ecol. 6, 242–249.

Murphy, M.E., King, J.R., 1982. Semi-synthetic diets as a tool for nutritional ecology. Auk
99, 165–167.

Murphy, M.E., King, J.R., 1991. Protein-intake and the dynamics of the postnuptial
molt in white-crowned sparrows, Zonotrichia leucophrys gambelii. Can. J. Zool. 69,
2225–2229.

Murphy, M.E., Taruscio, T.G., 1995. Sparrows increase their rates of tissue and whole-
body protein-synthesis during the annual molt. Comp. Biochem. Physiol. A. Physiol.
111, 385–396.

Murphy, M.E., King, J.R., Lu, J., 1988. Malnutrition during the postnuptial molt of white-
crowned sparrows—feather growth and quality. Can. J. Zool. 66, 1403–1413.

Newton, I., 1966. The moult of the Bullfinch Pyrrhula pyrrhula. Ibis 108, 41–87.

Nolan, V., Ketterson, E.D., Ziegenfus, C., Cullen, D.P., Chandler, C.R., 1992. Testosterone
and avian life histories—effects of experimentally elevated testosterone on prebasic
molt and survival in male dark-eyed juncos. Condor 94, 364–370.

Parker, T.H., Barr, I.R., Griffith, S.C., 2006. The blue tit's song is an inconsistent signal of
male condition. Behav. Ecol. 17, 1029–1040.

Payne, R.B., 1972. Mechanisms and control of molt. In: Farner, D.S., King, J.R. (Eds.), Avian
Biology, vol. 2. Academic Press, New York, pp. 103–155.

Pérez-Rodríguez, L., Blas, J., Vinuela, J., Marchant, T.A., Bortolotti, G.R., 2006. Condition
and androgen levels: are condition-dependent and testosterone-mediated traits
two sides of the same coin? Anim. Behav. 72, 97–103.

Peters, A., 2000. Testosterone treatment is immunosuppressive in superb fairy-wrens,
yet free-living males with high testosterone are more immunocompetent. Proc. R.
Soc. Lond. B 267, 883–889.

Peters, A., 2002. Testosterone and the trade-off between mating and paternal effort in
extrapair-mating superb fairy-wrens. Anim. Behav. 64, 103–112.

Peters, A., 2007. Testosterone treatment of female superb fairy-wrens induces a male-
like pre-nuptial moult, but no coloured plumage. Ibis 149, 121–127.

Peters, A., Astheimer, L.B., Boland, C.R.J., Cockburn, A., 2000. Testosterone is involved in
acquisition and maintenance of sexually selected male plumage in superb fairy-
wrens, Malurus cyaneus. Behav. Ecol. Sociobiol. 47, 438–445.

Peters, A., Cockburn, A., Cunningham, R., 2002. Testosterone treatment suppresses
paternal care in superb fairy-wrens, Malurus cyaneus, despite their concurrent
investment in courtship. Behav. Ecol. Sociobiol. 51, 538–547.

Peters, A., Delhey, K., Goymann, W., Kempenaers, B., 2006. Age-dependent association
between testosterone and crown UV coloration in male blue tits (Parus caeruleus).
Behav. Ecol. Sociobiol. 59, 666–673.

Pierce, B.J., McWilliams, S.R., O'Connor, T.P., Place, A.R., Guglielmo, C.G., 2005. Effect of
dietary fatty acid composition on depot fat and exercise performance in amigrating
songbird, the red-eyed vireo. J. Exp. Biol. 208, 1277–1285.

Post, P., Götmark, F., 2006. Predation by sparrowhawks Accipiter nisus on male and
female pied flycatchers Ficedula hypoleuca in relation to their breeding behaviour
and foraging. J. Avian Biol. 37, 158–168.

Reed, W.L., Clark, M.E., Parker, P.G., Raouf, S.A., Arguedas, N., Monk, D.S., Snajdr, E.,
Nolan, V., Ketterson, E.D., 2006. Physiological effects on demography: a long-term
experimental study of testosterone's effects on fitness. Am. Nat. 167, 667–683.

Romero, L.M., 2002. Seasonal changes in plasma glucocorticoid concentrations in free-
living vertebrates. Gen. Comp. Endocrinol. 128, 1–24.

Runfeldt, S., Wingfield, J.C., 1985. Experimentally prolonged sexual-activity in female
sparrows delays termination of reproductive activity in their untreated mates.
Anim. Behav. 33, 403–410.

Schleussner, G., Dittami, J.P., Gwinner, E., 1985. Testosterone implants affect molt in
male European starlings, Sturnus vulgaris. Physiol. Zool. 58, 597–604.

Silverin, B., 1980. Effects of long-acting testosterone treatment on free-living pied
flycatchers, Ficedula hypoleuca, during the breeding period. Anim. Behav. 28, 906–912.

Smith, S.B., McPherson, K.H., Backer, J.M., Pierce, B.J., Podlesak, D.W., McWilliams, S.R.,
2007a. Fruit quality and consumption by songbirds during autumn migration.
Wilson J. Ornithol. 119, 419–428.

Smith, S.B., McWilliams, S.R., Guglielmo, C.G., 2007b. Effect of diet composition on
plasma metabolite profiles in a migratory songbird. Condor 109, 48–58.

Stoehr, A.M., Hill, G.E., 2001. The effects of elevated testosterone on plumage hue in
male house finches. J. Avian Biol. 32, 153–158.

Swaddle, J.P., Witter, M.S., 1994. Food, feathers and fluctuating asymmetries. Proc. R.
Soc. Lond. B 255, 147–152.

Swaddle, J.P., Witter, M.S., 1997a. The effects of molt on the flight performance, body
mass, and behavior of European starlings (Sturnus vulgaris): an experimental
approach. Can. J. Zool. 75, 1135–1146.

Swaddle, J.P., Witter, M.S., 1997b. Food availability and primary feathermolt in European
starlings, Sturnus vulgaris. Can. J. Zool. 75, 948–953.

Van Duyse, E., Pinxten, R., Eens, M., 2000. Does testosterone affect the trade-off between
investment in sexual/territorial behaviour and parental care in male great tits?
Behavior 137, 1503–1515.

Wada, M., 1982. Effects of sex steroids on calling, locomotor-activity, and sexual-
behavior in castrated male Japanese quail. Horm. Behav. 16, 147–157.

Watson, A., Parr, R., 1981. Hormone implants affecting territory size and aggressive and
sexual-behavior in red grouse. Ornis Scand. 12, 55–61.

Wiley, R.H., Piper, W.H., Archawaranon, M., Thompson, E.W., 1993. Singing in relation to
social-dominanceand testosterone inwhite-throatedsparrows.Behaviour127,175–190.

Wingfield, J.C.,1984. Androgens andmating systems—testosterone-induced polygyny in
normally monogamous birds. Auk 101, 665–671.

Wingfield, J.C., Soma, K.K., 2002. Spring and autumn territoriality in song sparrows:
same behavior, different mechanisms? Integr. Comp. Biol. 42, 11–20.

Wingfield, J.C., Lynn, S.E., Soma, K.K., 2001. Avoiding the ‘costs’ of testosterone:
ecological bases of hormone–behavior interactions. Brain Behav. Evol. 57, 239–251.

Zampiga, E., Hoi, H., Pilastro, A., 2004. Preening, plumage reflectance and female choice
in budgerigars. Ethol. Ecol. Evol. 16, 339–349.

269R.H.J.M. Kurvers et al. / Hormones and Behavior 54 (2008) 263–269


