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ABSTRACT.—In any evaluation of the health and well-being of wildlife, whether to test biological theory or
evaluate conservation problems, it is imperative to know to what degree variables are operating indepen-
dently. Too often, important ecological and physiological traits such as body mass, immune function, and
blood parameters may have a common agent influencing them; one example is glucocorticoids (cortico-
sterone in birds) secreted in response to environmental stressors. We evaluated the nutritional condition of
broods of Upland Buzzards (Buteo hemilasius) in Mongolia using ptilochronology, a measure of growth rate
of feathers, and the amount of corticosterone in feathers as a long-term integrated measure of the response
to stressors. Absolute amount of feather corticosterone was not significantly related to food supply, attri-
butes of the brood, or feather growth rate. However, the relative amount of corticosterone of junior
nestlings vs. their senior siblings increased as the age difference between them increased. Similarly, in
the study area with larger broods where more sibling competition likely existed, junior siblings showed
relatively higher amounts of stress. Our results suggested that stress seemed to be associated with sibling
conflicts, and not a product of the consequences of the nutritional condition of the individuals.

KEY WORDS: Upland Buzzard; Buteo hemilasius; corticosterone; Mongolia; nutritional condition; ptilochronology;
sibling competition; stress.

LA COMPETENCIA ENTRE HERMANOS INDUCE ESTRÉS INDEPENDIENTEMENTE DEL ESTATUS
NUTRICIONAL EN NIDADAS DE BUTEO HEMILASIUS

RESUMEN.—En cualquier evaluación de la salud y el bienestar de la vida silvestre, si se quiere probar una
teorı́a biológica o evaluar problemas de conservación, es imperativo conocer hasta qué grado las variables
están operando independientemente. Muy a menudo, atributos ecológicos y fisiológicos importantes como
la masa corporal, la función inmunológica y los parámetros hematológicos pueden tener un agente común
que los influencia. Un ejemplo de ello son los glucocorticoides (corticosterona en las aves) segregados en
respuesta a un factor de estrés ambiental. Evaluamos la condición nutricional de nidadas de Buteo hemilasius
en Mongolia usando la ptilocronologı́a, una medida de la tasa de crecimiento de las plumas, y la cantidad
de corticosterona en las plumas como una medida integrada a largo plazo de la respuesta a los factores de
estrés. La cantidad absoluta de corticosterona en las plumas no estuvo relacionada significativamente al
suministro de alimento, atributos de la nidada o la tasa de crecimiento de las plumas. Sin embargo, la
cantidad relativa de cortisona de pichones jóvenes vs. pichones más viejos se incrementó a medida que la
diferencia de edad entre ellos aumentó. De manera similar, en el área de estudio con nidadas más grandes,
donde es probable que exista una mayor competencia entre hermanos, los pichones más jóvenes eviden-
ciaron cantidades relativamente mayores de estrés. Nuestros resultados sugieren que el estrés parece estar
asociado con los conflictos entre hermanos y que no son un producto de las consecuencias de la condición
nutricional de los individuos.

[Traducción del equipo editorial]
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Sibling competition within broods, especially for
raptors, varies with size hierarchies created by hatch-
ing asynchrony, and its consequences are often
poor growth and high mortality of the youngest
nestling (e.g., Bortolotti 1984, Wiebe and Bortolotti
1994). Older nest mates may indirectly influence
the demise of their younger sibling through better
competitive ability, or may directly do so through
aggression (Mock 1984). Food availability in the
nest is often not a proximate cue for sibling aggres-
sion (e.g., Mock et al. 1987). Therefore, immediate
food supply may not be the reason why the youngest
nestling fails to thrive (Newton 1998). We hypothe-
sized that physiological stress may either be associ-
ated directly with food supply, or with the nature of
sibling competition independent of food quantity.
In the latter case, size hierarchies within a brood
determine the degree to which the oldest nestling
can dominate its youngest sibling. Ptilochronology
is a tool for studying the nutritional condition of
birds and is well established as a tool for a wide
range of applications in avian research (Grubb
1989, 1991, 1995). Growth bars are the dark and
light bands on the vane that are produced during
the day and night, respectively, such that each pair
of bars represents 24 hr of feather growth. Growth
bars show a direct relationship with nutritional con-
dition (Hill and Montgomerie 1994, Yosef 1997,
Carrascal et al. 1998, Jenkins et al. 2001), territory
quality (Yosef and Grubb 1992, Stratford and Stouf-
fer 2001), plumage color (Hill and Montgomerie
1994), reproductive effort and social dominance
(White et al. 1991, Grubb et al. 1998), biometry
(Polo and Carrascal 1999), habitat quality and
choice (Hogstad 1992, Grubb and Yosef 1994, Yosef
1997, Carlson 1998), susceptibility to stress (Mach-
mer et al. 1992, Yosef and Grubb 1992, Bortolotti et
al. 2002, Gombobaatar et al. 2009), flocking vs. float-
ers (Grubb and Cimprich 1990, Hogstad 2003), and
caching or supplemental feeding (Grubb and Cim-
prich 1990, Waite 1990, Brodin and Ekman 1994).

Fault bars are still poorly understood and consid-
ered to result from reduced nutritional condition
(Slagsvold 1982, Machmer et al. 1992, Yosef 1997,
Yosef and Grubb 1992) and stress-related episodes
(King and Murphy 1984, Yosef and Grubb 1992,
Negro et al. 1994, Jovani and Diaz-Real 2012).
Jovani and Blas (2004) found that the probability
of formation of fault bars is lowered in an adaptive
way in those feathers that require more strength
during flight, and called it the ‘‘fault bar allocation
hypothesis.’’ Similarly, Sarasola and Jovani (2006)

supported the theory but suggested that the selec-
tion pressure could be relaxed in other instances,
allowing other mechanisms to influence fault bar
occurrence.

In a recent study of the Upland Buzzard (Buteo
hemilasius), Gombobaatar et al. (2009), used ptilo-
chronology to evaluate the relative nutritional con-
dition of nestlings and showed that inter-sibling ri-
valry resulted in reduced nutritional condition of
the younger siblings but not in the number of
young in the brood. However, they were unable to
explain why the number of fault bars, an indicator
of exposure to stressors, was greater in broods in
areas of high prey density irrespective of brood size.
These results were particularly puzzling as it has
generally been assumed that nutritional condition
and stress vary together (Grubb 2006). They sug-
gested that sibling rivalry, wherein the older and
larger siblings dominated the younger and weaker
nestlings, was responsible for the higher incidence
of stress, even when there was a surplus of food
supplied by the parents. However, they were unable
to substantiate this hypothesis. Although ptilochro-
nology allows the researcher to evaluate the nutri-
tional condition of the individual on a daily basis by
measuring the growth bar, and the frequency of
some stressors are recorded by the presence of fault
bars (Bortolotti et al. 2002, Jovani and Diaz-Real
2012), it is desirable to know how a bird responds
physiologically to the potentially numerous events
and periods of stress (i.e., noxious stimuli that chal-
lenge homeostasis) in their lives. This can best be
determined by evaluating endocrine function.

When faced with environmental pressures that
result in stress, the vertebrate hypothalamic–pitui-
tary–adrenal (HPA) axis responds by releasing cir-
culating glucocorticoids, which elicit a suite of be-
havioral and physiological changes known as the
stress response (Sapolsky et al. 2000). This response
is known to redirect animals to a life-saving state,
allowing them to overcome stress and reestablish
homeostasis in the best possible physical condition
(Wingfield and Ramenofsky 1999, Wingfield and
Silverin 2002). Measuring the response to stressors
over a long time frame has recently been made pos-
sible with the advent of a technique whereby corti-
costerone (CORT) is extracted from feathers (Bor-
tolotti et al. 2008, 2009a). Feathers are a long term
and stable record of physiological processes. Al-
though dead upon maturity, the cells of a growing
feather are highly vascularized and numerous com-
pounds which have no function in mature feathers
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(e.g., heavy metals, trace elements, xenobiotics) are
deposited in the keratin structure (Bortolotti and
Barlow 1988, Dauwe et al. 2003, Bortolotti 2010).

In this study, we measured the amount of immu-
noreactive CORT deposited in feathers of nestling
Upland Buzzards (the same individuals measured in
Gombobaatar et al. 2009), as an historical record of
each nestling’s HPA activity during the weeks of
feather growth in the nest. These measurements
integrate different aspects of HPA activity, including
the frequency and magnitude of response to stress-
ors and, to a lesser degree, variation in baseline
levels (see Bortolotti et al. 2008, 2009a). Our objec-
tive in this study was to combine the widely used
technique of ptilochronology (e.g., Bujoczek et al.
2011) with the novel technique of analyzing feather
CORT (e.g., Bortolotti et al. 2008), and determine
whether this long-term measure of stress hormone
can provide a valuable perspective on the ecophys-
iology of individual birds. We also examined how,
under natural conditions, feather CORT may shed
light on the phenomenon of sibling competition.

METHODS

Study Species and Study Area. The Upland Buz-
zard is a monotypic species whose breeding distribu-
tion is confined to the eastern Palearctic (ca. from
53u to 30uN). The majority of the core population
occurs in Mongolia, but its range extends from the
south of Siberian Russia in the north to northern and
central China in the south (Ferguson-Lees and Chris-
tie 2001, Gombobaatar 2010). In Mongolia, the Up-
land Buzzard breeds from the Altai Mountains to the
western foothills of the Great Khyangan Mountains
(Flint and Bold 1991). Our study areas were in cen-
tral Mongolia, in two separate areas that had dramat-
ically different densities of Brandt’s vole (Lasiopod-
omys brandtii; see Gombobaatar et al. 2009, 2010).

Morphometrics and Feather Collection. During
the 2007 breeding season (May to August), we mea-
sured biometrics (culmen, 9th primary, tarsus, body
mass) of 59 nestlings in 22 active nests in a high
vole-density area and 15 nestlings in eight active
nests in an area with essentially no voles. We clipped
one rectrix (R5) of each nestling at age 42–50 d old.
Ptilochronology and CORT extraction were con-
ducted blind to study area (Gombobaatar et al.
2009), but we were able to extract CORT from only
44 of the feathers, from 22 nests. This resulted in
the sample sizes of 47 nestlings from 18 nests in the
high vole-density area and 14 nestlings from eight
active nests in the low-density habitat.

Feather Analysis. We extracted CORT from feath-
ers using a methanol-based extraction technique
(see Bortolotti et al. 2008, 2009a) at the Department
of Biology, University of Saskatchewan (Canada).
Data are expressed as pg CORT per mm, not per
mg, of feather. The reason for doing so involves the
nature of CORT deposition in feathers: CORT is
deposited per unit time of feather growth which is
approximated by length (also see Bortolotti 2010).
We assessed the extraction efficiency by including
feather samples spiked with a small amount (ap-
proximately 4000 DPM) of 3H-corticosterone (for
more details about feather extraction see Bortolotti
et al. 2008). Greater than 98% of the radioactivity
was recoverable in the reconstituted samples. The
within-assay variability was 7.3%. We assessed detect-
ability using the E.D. 80 value, and all our samples
were well above the estimated 10.15 pg per tube.

For some analyses we compared junior to senior nest-
ling in the same brood. This varied from being nestling
1 vs. nestling 2 to nestling 1 vs. nestling 5. P , 0.05 was
considered the minimum level of significance.

Statistical Analyses. Initially, we applied general-
ized linear mixed models with normal-type error dis-
tribution with an identity-link function (GLIMMIX,
SAS 9.2). We used feather CORT as the dependent
variable, and the independent variables were nest
(random factor), area (fixed factor), brood (fixed
factor), nestling position in brood (fixed factor),
and ptilochronology (covariate). If growth bars are
in fact correlated with stress, then the hypothesis that
stress is associated with environmental variables that
influence nutritional condition should hold; howev-
er, the result was that all independent variables were
not statistically significant (r2 5 0.001 for all tests).
We then tested the hypothesis that as disparity of size
between siblings increases, the junior nestling within
a brood suffered increasing stress, using the same
variables as specified before.

RESULTS

Mean CORT levels differed little between first- and
second-hatched siblings but increasingly grew in sib-
lings hatched later (Fig. 1). The result, although not
statistically significant (rs 5 0.474, P 5 0.074; n 5 15)
was suggestive of a trend, and we consider that this
may be a result of our limited sample size.

As most of the small broods were from the no-vole
area (average brood size 2.8 6 0.8 nestlings (range
5 2–4, n 5 8 vs. the high vole-density area: 4.1 6 1.2
nestlings, range 5 2–7, n 5 22), we could not sep-
arate an effect of area (F1,13 5 4.91, P 5 0.045) from
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an effect of sibling competition. We therefore con-
ducted an ANOVA wherein CORT was the depen-
dent variable while area and difference in relative
growth of feather were independent variables. The
result was that the difference in CORT between ju-
nior and senior siblings was greater in the high vole-
density area (F1,13 5 5.30, P 5 0.040), and as relative
stress increased so did relative growth of feather
(F1,13 5 3.93, P 5 0.090).

DISCUSSION

Gombobaatar et al. (2009) concluded that ptilo-
chronology may be an effective method to evaluate
differences in nutritional condition among nest-
lings, but that future studies should also indepen-

dently evaluate feather growth rate, growth bar
width, and fault bars for a more complete under-
standing of nutritional status. Contrary to the
previous assumption that growth bar width and
the number of fault bars are linked (Grubb 2006),
our results seemed to support the possibility that
these variables have independent mechanisms: fault
bars are indicators of stressful events whereas
growth bars represent relative nutritional condition.
Bortolotti et al. (2009b) corroborated this with the
finding that fault bars were a localized area of high
amounts of corticosterone in the feather. Vangestel
and Lens (2011) also found a lack of relationship
between ptilochronology and ‘‘stress’’ as evaluated
by fluctuating asymmetry in House Sparrows (Passer

Figure 1. Relative corticosterone levels versus the brood position of the junior nestling. First and second nestlings (n 5

16) are similar in values, but younger and smaller junior nestlings display increasing levels of corticosterone (n 5 19 third
nestlings, n 5 8 fourth nestlings; n 5 1 fifth nestling).
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domesticus). Jovani and Diaz-Real (2012) confirmed
in White Storks (Ciconia ciconia) that one growth
band represented 24 hr of feather regeneration,
and that fault bars are a discrete event of a finite
duration occurring mainly during the night. They
concluded that acute stressors, rather than chronic
ones, were responsible for fault bar formation.
Hence, although our study seems to support the
fault bar analysis of the initial study (Gombobaatar
et al. 2009), it more importantly provides a unique
perspective on stress. Junior nestlings may have suf-
fered from conflicts with their older and larger sib-
lings, rather than stress being the result of lack of
food. The fact that broods were larger in areas with
abundant prey revealed that the fledging of a large
number of young might not necessarily be as bene-
ficial as it would seem, as the smallest nestlings’
chance of survival may be reduced right from the
beginning. Inversely, as the CORT levels and num-
ber of fault bars were reduced in small broods,
sibling competition was lower in nestlings whose
nutritional condition was relatively poor. It is still
unclear what portion of the poor probability of
post-fledging survival, so typical of youngest mem-
bers of the brood in asynchronously hatched birds,
can be ascribed to poor food resources vs. the nega-
tive impacts of stressors such as sibling conflicts.

Many physiological processes are characterized
by great variability among individuals, something
that ecophysiologists attempt to elucidate (cf.
Bortolotti et al. 2009b, Jovani and Diaz-Real 2012).
Our study provides an index, the production of cor-
ticosterone, which is indicative of responses to envi-
ronmental perturbations, to help illuminate why in-
dividuals are more or less likely to thrive during the
critical initial stages of their life—the nestling and
fledging stages. Although the sample size was limited,
we showed that feather CORT and width of feather
growth bars were independent variables, and that pat-
terns of CORT were consistent with those for fault
bars. Because the relative stress was unrelated to nu-
trition, we concluded that stress of sibling conflicts
may have been causal. Such information is crucial if
we are to understand how or where selection influ-
ences individual survival.

From a conservation standpoint, the coupling of
ptilochronology and evaluation of feather CORT,
especially for endangered species for which invasive
techniques are discouraged, may assist in decisions
concerning resource management and brood-size
manipulation.

ACKNOWLEDGMENTS

We are grateful for funding from the Natural Sciences and
Engineering Research Council of Canada, and from the Stu-
art and Mary Houston Professorship in Ornithology to GRB.
This work was done within the framework of the project ‘‘Tax-
onomy, breeding biology and its role to the steppe ecosystem
of Mongolia,’’ supported by the Asia Research Center in Mon-
golia and the Korea Foundation for Advanced Studies, Korea.

LITERATURE CITED

BORTOLOTTI, G.R. 1984. Sexual size dimorphism and age-
related variation in Bald Eagles. Journal of Wildlife Man-
agement 48:72–81.

———. 1986. Influence of sibling competition on nestling
sex ratios of sexually dimorphic birds. American Natu-
ralist 127:495–507.

———. 2010. Flaws and pitfalls in the chemical analysis of
feathers: bad news – good news for avian chemoecology
and toxicology. Ecological Applications 20:1766–1774.

——— AND J.C. BARLOW. 1988. Some sources of variation
in the elemental composition of Bald Eagle feathers.
Canadian Journal of Zoology 66:1948–1951.

———, R.D. DAWSON, AND G.L. MURZA. 2002. Stress during
feather development predicts fitness potential. Journal
of Animal Ecology 71:333–342.

———, T. MARCHANT, J. BLAS, AND S. CABEZAS. 2009a. Track-
ing stress: localisation, deposition and stability of corti-
costerone in feathers. Journal of Experimental Biology
212:1477–1482.

———, ———, ———, AND T. GERMAN. 2008. Corticoste-
rone in feathers is a long-term, integrated measure of
avian stress physiology. Functional Ecology 22:494–500.

———, F. MOUGEOT, J. MARTINEZ-PADILLA, L.M.I. WEBSTER,
AND S.B. PIERTNEY. 2009b. Physiological stress mediates
the honesty of social signals. PLoS ONE 4:e4983
doi:10.1371/journal.pone.0004983.

BRODIN, A. AND J. EKMAN. 1994. Benefits of food hoarding.
Nature 372:510.

BUJOCZEK, M., M. CIACH, AND R. YOSEF. 2011. Road-kills
affect avian population quality. Biological Conservation
144:1036–1039.

CARLSON, A. 1998. Territory quality and feather growth in
the White-backed Woodpecker Dendrocopos leucotos. Jour-
nal of Animal Biology 29:205–207.

CARRASCAL, L.M., J.C. SENAR, I. MOZETIC, F. URIBE, AND J.
DOMENECH. 1998. Interaction between environmental
stress, body condition, nutritional status and domi-
nance in Mediterranean Great Tits (Parus major) dur-
ing winter. Auk 115:727–738.

DAUWE, T., S.G. CHU, A. COVACI, P. SCHEPENS, AND M. EENS.
2003. Great Tit (Parus major) nestlings as biomonitors
of organochlorine pollution. Archives of Environmental
Contamination and Toxicology 44:89–96.

FERGUSON-LEES, J. AND D. CHRISTIE. 2001. Raptors of the
world. Christopher Helm, London, U.K.

FLINT, V.E. AND A. BOLD. 1991. Catalogue of the birds of
Mongolia. Nauka, Moscow, Russia.

JUNE 2013 SIBLING COMPETITION INDUCES STRESS 131

Downloaded From: https://complete.bioone.org/journals/Journal-of-Raptor-Research on 28 Mar 2024
Terms of Use: https://complete.bioone.org/terms-of-use



GOMBOBAATAR, S., B. ODKHUU, R. YOSEF, B. GANTULGA, B.
AMARTUVSHIN, AND D. USUKHJARGAL. 2010. Reproductive
ecology of the Upland Buzzard (Buteo hemilasius) on
the Mongolian steppe. Journal of Raptor Research 44:
196–201.

———, R. YOSEF, AND B. ODKHUU. 2009. Brandt’s vole den-
sity affects reproduction of Upland Buzzards. Ornis Fen-
nica 86:1–9.

GRUBB, T.C., JR. 1989. Ptilochronology: feather growth bars
as indicators of nutritional status. Auk 106:314–320.

———. 1991. A deficient diet narrows growth bars on in-
duced feathers. Auk 108:725–728.

———. 1995. Ptilochronology. A review and prospectus.
Current Ornithology 12:89–114.

———. 2006. Ptilochronology. Oxford University Press,
New York, NY U.S.A.

——— AND D.A. CIMPRICH. 1990. Supplementary food im-
proves the nutritional condition of wintering woodland
birds: evidence from ptilochronology. Ornis Scandina-
vica 21:277–281.

———, G.E. WOOLFENDEN, AND J.W. FITZPATRICK. 1998. Fac-
tors affecting nutritional condition of fledgling Florida
Scrub Jays, a ptilochronology approach. Condor
100:753–756.

——— AND R. YOSEF. 1994. Habitat-specific nutritional
condition in Loggerhead Shrikes (Lanius ludovicianus):
evidence from ptilochronology. Auk 111:756–759.

HILL, G.E. AND R. MONTGOMERIE. 1994. Plumage colour
signals nutritional condition in the house finch. Pro-
ceedings of the Royal Society of London B 258:47–52.

HOGSTAD, O. 1992. Mate protection in alpha pairs of win-
tering Willow Tits, Parus montanus. Animal Behavior
43:323–328.

———. 2003. Strained energy budget of winter floaters
in the Willow Tit as indicated by ptilochronology. Ibis
145:E19–E23.

JENKINS, K.D., D.M. HAWLEY, C.S. FARABAUGH, AND D.A.
CRISTOL. 2001. Ptilochronology reveals differences in
condition of captive White-throated Sparrows. Condor
103:579–586.

JOVANI, R. AND J. BLAS. 2004. Adaptive allocation of stress-
induced deformities on bird feathers. Journal of Evolu-
tionary Biology 17:294–301.

——— AND J. DIAZ-REAL. 2012. Fault bars timing and du-
ration: the power of studying feather fault bars and
growth bands together. Journal of Avian Biology 43:97–
101.

KING, J.R. AND M.E. MURPHY. 1984. Fault bars in the feath-
ers of White-crowned Sparrows: dietary deficiency or
stress of captivity and handling? Auk 101:168–169.

MACHMER, M.M., H. ESSELINK, C. STEEGER, AND R.C. YDEN-

BERG. 1992. The occurrence of fault bars in the plum-
age of nestling Ospreys. Ardea 80:261–272.

MOCK, D.W. 1984. Infanticide, siblicide, and avian nestling
mortality. Pages 3–30 in G. Hausfater and S.B. Hrdy
[EDS.], Infanticide: comparative and evolutionary per-
spectives. Aldine, New York, NY U.S.A.

———, T.C. LAMEY, AND B.J. PLOGER. 1987. Proximate and
ultimate roles of food amount in regulating egret sib-
ling aggression. Ecology 68:1760–1772.

NEGRO, J.J., K.L. BILDSTEIN, AND D.M. BIRD. 1994. Effects of
food deprivation and handling stress on fault-bar forma-
tion in nestling American Kestrels. Ardea 82:263–267.

NEWTON, I. 1998. Population limitation in birds. Academic
Press, London, U.K.

POLO, V. AND L.M. CARRASCAL. 1999. Ptilochronology and
fluctuating asymmetry in tail and wing feathers of Coal
Tits Parus ater. Ardeola 46:195–205.

SARASOLA, J.H. AND R. JOVANI. 2006. Risk of feather damage
explains fault bar occurrence in a migrant hawk, the Swain-
son’s Hawk Buteo swainsoni. Journal of Avian Biology 37:29–35.

SAPOLSKY, R.M., L.M. ROMERO, AND L.U. MUNCK. 2000. How
do glucocorticoids influence stress responses? Integrat-
ing permissive, suppressive, stimulatory, and prepara-
tive actions. Endocrinology Review 21:55–89.

SLAGSVOLD, T. 1982. Sex, size, and natural selection in the
Hooded Crow Corvus corone cornix. Ornis Scandinavica
13:165–175.

STRATFORD, J.A. AND P.C. STOUFFER. 2001. Reduced feather
growth rates of two common birds inhabiting central Am-
azonian forest fragments. Conservation Biology 15:721–728.

VANGESTEL, C. AND L. LENS. 2011. Does fluctuating asym-
metry constitute a sensitive biomarker of nutritional
stress in House Sparrows (Passer domesticus)? Ecological
Indicators 11:389–394.

WAITE, T.A. 1990. Effects of caching supplemental food on
induced feather regeneration in wintering Gray Jays
Perisoreus Canadensis, a ptilochronology study. Ornis
Scandinavica 21:122–128.

WHITE, D.W., E.D. KENNEDY, AND P.C. STOUFFER. 1991.
Feather regrowth in female European Starlings broods
of different sizes. Auk 108:889–895.

WIEBE, K.L. AND G.R. BORTOLOTTI. 1994. Energetic efficiency
of reproduction: the benefits of asynchronous hatching for
American Kestrels. Journal of Animal Ecology 63:551–560.

WINGFIELD, J.C. AND M. RAMENOFSKY. 1999. Hormones and the
behavioral ecology of stress. 1–51 in P.H.M. Balm [ED.],
Stress physiology of animals. Sheffield Academic Press,
Sheffield, U.K.

——— AND B. SILVERIN. 2002. Ecophysiological studies of
hormone behavior relations in birds. Pages 587–647 in
D.W. Pfaff, A.P. Arnold, A.M. Etgen, S.E. Fahrbach, and
R.T. Rubin [EDS.], Hormones, brain and behavior.
Elsevier, Amsterdam, The Netherlands.

YOSEF, R. 1997. On habitat-specific nutritional condition in
Graceful Warblers (Prinia gracilis), evidence from ptilo-
chronology. Journal fur Ornithologie 139:309–313.

——— AND T.C. GRUBB, JR. 1992. Territory size influences
nutritional condition in nonbreeding Loggerhead
Shrikes (Lanius ludovicianus): a ptilochronology ap-
proach. Conservation Biology 6:447–449.

Received 27 February 2012; accepted 23 May 2012
Associate Editor: Vincenzo Penteriani

132 YOSEF ET AL. VOL. 47, NO. 2

Downloaded From: https://complete.bioone.org/journals/Journal-of-Raptor-Research on 28 Mar 2024
Terms of Use: https://complete.bioone.org/terms-of-use



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 30%)
  /CalRGBProfile (None)
  /CalCMYKProfile (U.S. Sheetfed Coated v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed false
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments false
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 600
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 600
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly true
  /PDFXNoTrimBoxError false
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox false
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (Euroscale Coated v2)
  /PDFXOutputConditionIdentifier (FOGRA1)
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /False

  /CreateJDFFile false
  /SyntheticBoldness 1.000000
  /Description <<
    /DEU <>
    /FRA <>
    /JPN <>
    /PTB <>
    /DAN <>
    /NLD <>
    /ESP <>
    /SUO <>
    /ITA <>
    /NOR <>
    /SVE <>
    /ENU (Settings for the Rampage workflow.)
  >>
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


