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INTRODUCTION

The reproductive anatomy and function of raptors have
attracted little attention to date. Basic information, such
as the presence and location of sperm-storage tubules
and the duration of the fertile period, is still unknown
for most species. This paucity of knowledge not only
acts as a limiting factor for improved reproductive suc-
cess in captive breeding programs, but also renders it
more difficult to understand the reproductive ecology of
wild raptors.

The increasing number of endangered raptor
species is being accompanied by a growing interest in
their biomedicine and captive propagation. More rap-
tors are coming under the scrutiny of microscopes and
modern laboratory techniques, and we hope that this
will spark a greater interest in resources and research

dedicated to studying reproductive physiology of birds
of prey. Meanwhile, readers should consult the limited
available studies undertaken in various species used as
models, such as the American Kestrel (Falco
sparverius) (Bird and Buckland 1976, Bakst and Bird
1987), the general review on raptor physiology by Duke
(1986), as well as those on the reproductive systems of
domestic birds (Johnson 2000, Kirby and Froman 2000)
and wild birds (Gee et al. 2004, Samour 2004).

FEMALE REPRODUCTIVE SYSTEM

Reproductive Tract

Ovaries, follicular growth, and ovulation. Unlike the
majority of birds, raptors commonly have two function-
al ovaries (Domm 1939). The phenomenon has been
recorded in many species of raptors (Venning 1913,
Wood 1932, Boehm 1943, Snyder 1948), but seems
more prevalent in accipiters than in Strigiformes (Fitz-
patrick 1934).

When growing follicles, females experience a sig-
nificant increase in body weight. Inability to accom-
plish this gain may prevent full ovarian growth and egg-
laying (Newton 1979, Hardy et al. 1981). Recent stud-
ies of Barn Owls (Tyto alba) indicate that the onset of
reproduction is not triggered by body condition (i.e., an
increase in body fat). In fact, the perceived increase in
body weight prior to breeding is more likely due to
water accumulation as a result of changes in protein
metabolism (Durant et al. 2000). Interpretation of the
“need” to put on extra body fat as an energy-safe strat-
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egy ought to be reconsidered. The rapid growth phase of
follicles usually takes 5 to 14 days, during which folli-
cles highest in the growth hierarchy incorporate vitel-
logenin and low-density lipoprotein in an estrogen-
receptor mediated event. In the Golden Eagle (Aquila
chrysaetos), total fecal estrogen levels progressively
increase during the rapid growth phase (Staley 2003),
presumably in relation to the increasing activity of the
external theca cells of prehierarchal follicles.

Similar to other birds (Wingfield and Farner 1978,
Johnson 2000), ovulation of the first egg in Peregrine
Falcons (F. peregrinus), Golden Eagles, and Asian
Imperial Eagles (A. heliaca) takes place soon after the
estrogen maximum, and coincides with a peak of prog-
esterone and cortisol (J. Blanco, unpubl. data). Both
serum luteinizing hormone (LH) and progesterone also
peak early in ovulation.

Oviduct. Similar to what has been described for
other birds (Gee et al. 2004), the raptor oviduct consists
of five distinguishable regions: infundibulum, magnum,
isthmus, shell gland, and vagina. The size and mass of
the oviduct increase parallel to the ovary early in the
breeding season, as regulated by steroid hormones. The
presence of sperm storage tubules at the uterovaginal
region is poorly documented in raptors. These micro-
scopic structures in the folds of the cervix mucosa have
been observed in the American Kestrel (Bakst and Bird
1987; Fig. 1) and in other raptor species (Blanco 2002).
These tubules determine the fertile period by maintain-
ing sperm viability and continual release to the site of
fertilization.

Eggs

Egg physiology and variation in eggshell and mem-
brane characteristics. After ovulation the ovum is
engulfed by the infundibulum (the site of fertilization),
and next descends through the oviduct. The process usu-
ally lasts for two or more days, depending on the size of
the birds, and involves the addition of numerous layers
that conform to the egg. Cuticle, crystallization layers
(external, palisade, and mammilary) and eggshell mem-
branes can be differentiated easily in the eggs of raptors.
The morphology and size of eggshell pores vary among
species (Blanco 2001) and, together with the outer crys-
tallization layer, may be of taxonomic interest.

Falconiformes have been reported to produce more
massive eggs than Strigiformes of similar body size
(Saunders et al. 1984). Interestingly, body mass is posi-
tively correlated with egg width in free-ranging Eleono-
ra’s Falcon (F. eleonorae) (Wink et al. 1985) and Black
Kites (Milvus migrans) (Viñuela 1997), but not in cap-
tive American Kestrels (Bird and Laguë 1982a). Both
inter-annual and intra-seasonal variation in egg-laying
dates have been recorded in both captive and free-rang-
ing populations of Peregrine Falcons (Burnham et al.
1984) and Golden Eagles (Blanco 2001), with a signif-
icant decrease in length, breadth and initial mass with
time.

Certain external factors including stress (Hughes et
al. 1986), ambient electromagnetic fields (Fernie et al.
2000a), organochlorine compounds and metabolites
(for review see Hickey and Anderson 1968, Ratcliffe
1970, Cooke 1979, Wiemeyer et al. 2001, Chapter 18),
heavy metals (Ohlendorf 1989, Blanco 2001), and
PCBs (Lowe and Stendell 1991, Fernie et al. 2000b) can
induce shifts in eggshell thickness and ultrastructure, as
well as in ultrastructure and fiber organization and pat-
tern of the shell membrane.

Clutch size and replacement. Clutch size often is
influenced by phylogeny and individual factors includ-
ing size and age (Brommer et al. 2002). From a global
perspective, the number of eggs laid varies latitudinally
in some falcons in Australasia (Blanco 2001), as well as
longitudinally in several eagles and Milvus kites in that
region (Olsen and Marples 1993).

The ability to replace clutches has been used as a
management tool (see Chapter 23) to augment both cap-
tive and wild populations of raptors (Bird and Laguë
1982a). In captive and wild American Kestrels, replace-
ment clutches had fewer eggs than first clutches, but did
not differ in fertility, hatchability, and fledging success
(Bird and Laguë 1982a,b; Bowman and Bird 1985).
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Figure 1. Sperm storage glands were first discovered in American
Kestrels (Falco sparverius) and are likely found in most other raptors. 



MALE REPRODUCTIVE SYSTEM

Paired reproductive tracts in male birds of prey lie along
the dorsal body wall and consist of a testis, epididymis,
and a straight ductus deferens, which differs from the
highly convoluted version found in some domestic
species (J. Blanco, unpubl. data). Spermatogenesis
depends on follicle-stimulating hormone (FSH), testos-
terone, the activity of Sertoli cells and their interaction
with the spermatogonial stem cells. Seasonal testicular
growth usually takes up to 45 days in the majority of
raptor species, a period longer than ovarian growth in
the female. FSH and LH, as well as testosterone, are
essential for spermatogenesis. The process of spermio-
genesis, and the duration of the transport through the
excurrent ducts are unknown, but it is clear that fluid is
absorbed to concentrate sperm and to become seminal
plasma. Seminal plasma differs from blood plasma in
electrolyte and protein composition (J. Blanco, unpubl.
data). The importance of this process is not well under-
stood, but is likely related to sperm motility more than
fertilizing ability, since testicular sperm are able to pen-
etrate the inner periviteline membrane in vitro.

Male Gametes

Semen production period, seminal quality, and factors
of influence. Semen production period varies among
species and individuals, but usually last for nearly three
months. Bird and Laguë (1977) described an average
period of 74 days for captive American Kestrels with a
maximum of 103 days. Longer periods were found for
Peregrine Falcons (95 days; Hoolihan and Burnham
1985) and eagles (up to 110 days; Blanco 2002).

Semen production in American Kestrels held in
Montreal, Canada begins at about 12 hours and 45 min-
utes of daylight, and declines considerably at about 15
hours and 45 minutes (Bird and Buckland 1976).

Ejaculate characteristics vary greatly among
species and individuals, and with collection method
(Bird and Laguë 1976, Boyd et al. 1977, Weaver 1983),
male reproductive condition, nutrition (Randal 1994),
certain pollutants (Bird et al. 1983) and climate (Bird
and Laguë 1977). Concentrations ranging from 31,000
to 40,000 spermatozoa per mm3 and volumes between 3
and 14.6 μl have been reported for the American Kestrel
(Bird and Buckland 1976, Bird and Laguë 1977, Brock
1986). Expectedly, ejaculate volume increases with
species size. Semen volume in Peregrine Falcons can be
as high as 95 μl (Hoolihan and Burnham 1985), with

cell concentrations ranging from 26,000 to 81,000
sperm per µl.

Sperm production varies seasonally; sperm concen-
tration increases early during the breeding season,
peaks in mid-season, and declines thereafter. This pat-
tern varies longitudinally. Numbers of spermatogonia,
spermatids and abnormal spermatozoa are more likely
to be present in the ejaculate both early and late in the
season when testes are no longer at their maximum size
and when testosterone levels are lower than normal.
This is related to the need to ensure maximum sperm
quality at the time of maximal frequency of copulation
prior to egg laying (Blanco et al. 2002).

Urine contamination of semen and subsequent
sperm damage is frequent during collection using
forced-massage techniques (Bird and Laguë 1977). Fox
(1995) provides a useful description, including an illus-
tration of the various contaminants in raptor semen. The
use of modified dilutents may help reduce deleterious
effects (Blanco et al. 2002). Escherichia coli is the most
prevalent bacteria contaminating raptor semen. Samples
need to be evaluated with caution before artificial
insemination to avoid the risk of ascendant salpingitis
(Blanco and Höfle 2004).

Artificial insemination. Artificial insemination
with fresh semen has been successful in a variety of
non-domestic avian species including raptors. This
technique has been used as a management tool in sever-
al captive breeding projects using fresh diluted semen
(Temple 1974, Samour 1986). In the American Kestrel,
fertility rates using artificial insemination are similar to
those achieved by natural mating (Bird et al. 1976).

Sperm cryopreservation. Semen collected by mas-
sage techniques has been cryopreserved and progeny
obtained in several species (Gee 1983, Gee et al. 1985,
Brock 1986, Parks et al. 1986, Samour 1988, Gee and
Sexton 1990, Brock and Bird 1991, Knowles-Brown
and Wishart 2001, Wishart 2001). Comparative studies
on sperm tolerance to different osmotic conditions, cry-
oprotectant concentrations and cooling rates indicate
considerable variation, even between closely related
raptor species (Blanco et al. 2000). Different freezing
rates and protocols are described in Brock et al. (1983)
and Knowles-Brown and Wishart (2001).

Glycerol and the alternatives, dimethyl sulphoxide
(DMSO) and dimethyl acetamide (DMA), have been
used widely in sperm cryopreservation in non-domestic
species. Sperm from the falcon type (Brock and Bird
1991, Gee et al. 1993) have been successfully cryopre-
served using either 13.6% glycerol; 6%, 8%, or 10%
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DMSO; or 13.6% DMA. Evaluation of fertilizing ability
has been mostly based on progressive motility and fertil-
ity after artificial insemination (Gee et al. 1985, Brock
and Bird 1991, Gee et al. 1993). In the American Kestrel,
motility after thawing averaged 41% and 13% using
glycerol and DMA, respectively (Brock and Bird 1991).
Post-thaw fertility rates have been obtained following
artificial insemination using glycerol as cryoprotectant in
the Peregrine Falcon (33.3%) (Parks et al. 1986) and the
American Kestrel (11.8%) (Brock and Bird 1991).

Photoperiodism, Reproductive Hormones,
and Endocrine Disruptors

The influence of photoperiodism on levels of gonadal
hormones in birds generally is well understood, but
most of our knowledge of this phenomenon in raptors is
based on the use of artificial lighting to induce repro-
ductive activity in captive pairs (Willoughby and Cade
1964, Bird et al. 1980). We know nothing about natural
circadian rhythms in raptors, but data collected on other
bird families are likely relevant and applicable.

Nelson (1972) and Swartz (1972) were among the
first to elucidate the need for photoperiodic stimulation
to induce northern-nesting raptors like Gyrfalcons (F.
rusticolus) and Peregrine Falcons to breed in captivity
(i.e. the farther north they originate from, the longer the
photoperiod they require). If extra day-length in the form
of artificial lighting is to be used, the changes in day-
length should be made as gradually as possible to reduce
physiological shocks (Bird 1987). At least one success-
ful attempt using artificial photoperiodic changes has
been made to induce American Kestrels to undergo an
out-of-season breeding period between two consecutive
successful spring breeding periods (Bird et al. 1980). An
attempt to hasten sexual maturity in kestrels using pho-
toperiod encountered mixed success (Ditto 1996). Such
procedures could be used to increase the output of off-
spring in endangered species breeding programs or to
accelerate the turnover of data in experimental research
involving captive raptors.

The vast majority of our knowledge about raptor
reproductive endocrinology has relied upon blood sam-
pling and plasma-hormone determinations. In the
female, plasma corticosterone, progesterone, estradiol
17β and estrone are highest during courtship and egg
laying (Rehder et al. 1984, 1986), whereas high levels
of androgens, including testosterone, were associated
with aggression, territoriality, courtship, nest-building,
testicular development, and spermatogenesis in the

male (Temple 1974; see also Rehder et al. 1988). Infor-
mation on plasma levels of lutenizing hormone in
American Kestrels can be found in Ditto (1996). More
recently, fecal steroid monitoring, which has been used
to study seasonality in hormone levels (Bercovitz et al.
1982), the effects of human disturbance (Wasser et al.
1996), steroid excretion lag time (Wasser et al. 1996),
and sex determination (Bercovitz and Sarver 1988),
shows potential as a safe non-invasive source of infor-
mation regarding hormone levels.

Exposure to extreme temperatures can limit avian
reproduction (Mirande et al. 1996). Drastic temperature
fluctuations often reduce semen production (Kundu and
Panda 1990), as well as egg-laying and copulation fre-
quency (Bluhm 1985).

The impacts of organochlorine chemicals on repro-
duction of birds of prey have been well documented
(see Chapter 18). Studies indicate that these chemicals
also act as endocrine disruptors. For instance, prelimi-
nary data by Bowerman et al. (2003) suggest that hor-
mone disruptors, not necessarily estrogen or androgen
mimics and their antagonists, are associated with repro-
ductive and teratogenic effects in Bald Eagle (Haliaee-
tus leucocephalus) populations in the Great Lakes
Basin. Alterations in reproductive behavior in captive
breeding American Kestrels were induced by exposure
to Dicofol, one of the last organochlorine pesticides to
be banned from use in the U.S. (MacLellan et al. 1996).
Other organochlorine chemicals that impact upon repro-
duction in birds of prey through hormone disruption
come in the form of industrial by-products and include
polychlorinated biphenyl ethers (PCBs). Captive Amer-
ican Kestrels exposed to PCBs developed more frequent
aggressive courtship interactions and experienced
clutch abandonment (Fernie et al. 2003); alterations in
brood patches also have been observed in PCB-exposed
kestrels (Fisher et al. 2006). Most recently, attention has
focused on the alarming increase in residue levels of
polybrominated diphenyl ethers (PBDEs) in food chains
world-wide, arising from the use of brominated flame
retardants applied to many household products (Chapter
18). Using the American Kestrel as a model test species,
a number of reproductive effects have been document-
ed thus far (cf. Fernie et al. 2006).

SUMMARY

Captive-propagation programs have been extremely
useful in maintaining genetic diversity and restoring
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wild populations of endangered raptors. However, cap-
tive breeding success requires knowledge of a species’
reproductive behavior, physiology and endocrinology.
In addition, species-specific differences in anatomy,
gamete or physiological parameters may complicate the
task of maintaining captive breeding populations of rap-
tors. Further research is needed to unravel some of the
major questions including the spatial requirements and
factors involved in the control of reproduction in endan-
gered raptors. Finally, an improved knowledge of the
reproductive physiology of raptors will help us better
understand the impacts of chemicals released into their
environment on their reproduction and, ultimately, their
survival.

LITERATURE CITED

BAKST, M.R. AND D.M. BIRD. 1987. Localization of oviductal sperm
storage tubules in the American Kestrel (Falco sparverius).
Auk 104:321–324.

BERCOVITZ, A.B. AND P.L. SARVER. 1988. Comparative sex-related
differences of excretory sex steroids from day-old Andean
Condors (Vultur gryphus) and Peregrine Falcons (Falco pere-
grinus): non-invasive monitoring of neonatal endocrinology.
Zoo Biol. 7:147–153.

———, J. COLLINS, P. PRICE AND D. TUTTLE. 1982. Noninvasive
assessment of seasonal hormone profile in captive Bald Eagles
(Haliaeetus leucocephalus). Zoo Biol. 1:111–117.

BIRD, D.M. 1987. Reproductive physiology. Pages 276–282 in B.A.
Giron Pendleton, B.A. Millsap, K.W. Cline, and D.M. Bird
[EDS.], Raptor management techniques manual. National
Wildlife Federation, Washington, DC U.S.A.

——— AND R.B. BUCKLAND. 1976. The onset and duration of fertil-
ity in the American Kestrel. Can. J. Zool. 54:1595–1597.

——— AND P.C. LAGUË. 1976. Management practices for captive
kestrels used as semen donors for artificial insemination. Rap-
tor Res. 10:92–96.

———AND P.C. LAGUË. 1977. Semen production of the American
Kestrel. Can. J. Zool. 55:1351–1358.

——— AND P.C. LAGUË. 1982a. Forced renesting, seasonal date of
laying and female characteristics on clutch size and egg traits
in captive American Kestrels. Can. J. Zool. 60:71–79.

——— AND P.C. LAGUË. 1982b. Fertility, egg weight loss, hatchabil-
ity, and fledging success in replacement clutches of captives
kestrels. Can. J. Zool. 60:80–88.

———, P.G. WEIL AND P.C. LAGUË. 1980. Photoperiodic induction
of multiple breeding seasons in captive American kestrels. Can.
J. Zool. 58:1022–1026.

———, P.H. TUCKER, G.A. FOX AND P.C. LAGUË. 1983. Synergistic
effects of Aroclor 1254 and Mirex on the semen characteristics
of American Kestrels. Arch. Environ. Contam. Toxicol.
12:633–640.

BLANCO, J.M. 2001. Ultrastructural alterations of the egg shell and
membranes in the Bonelli’s Eagle (Hieraaetus fasciatus). Thesis,
Universidad Complutense de Madrid, Facultad de Veterinaria. 

———. 2002. Reproductive system in Meditarranean raptors, sci-
ence and reproductive techniques. Informe Centro de Estudios
de Rapaces ibéricas, JCCM. 

——— AND U. HÖFLE. 2004. Bacterial and fungal contaminants in
raptor ejaculates and their survival to sperm cryopreservation
protocols. Proceedings of the 6th Conference of the European
Wildlife Disease Association.

———, G.F. GEE, D.E. WILDT AND A.M. DONOGHUE. 2000. Species
variation in osmotic, cryoprotectant and cooling rate tolerance
in poultry, eagle and Peregrine Falcon spermatozoa. Biol.
Reprod. 63:1164–1171.

———, G.F. GEE, D.E.WILDT AND A.M. DONOGHUE. 2002. Produc-
ing progeny from endangered birds of prey: treatment of urine
contaminated semen and a novel intramagnal insemination
approach. J. Zoo Wildl. Med. 33:1–7.

BLUHM, C.K. 1985. Social factors regulating avian endocrinology
and reproduction. Page 247 in B.K. Follett, S. Ishii, and A.
Chandola [EDS.], The endocrine system and the environment.
Japan Scientific Societies Press, Tokyo, Japan and Springer-
Verlag, Berlin, Germany.

BOEHM, E.F. 1943. Bilateral ovaries in Australian hawks. Emu
42:251.

BOWERMAN, W.W., D.A. BEST, O.P. GIESY, M.C. SHIELDCASTLE,
M.W. MEYER, S. POSTUPALSKY AND J.G. SIKARSKIE. 2003. Asso-
ciations between regional differences in polychlorinated
biphenyls and dichlorodiphenyldichloroethylene in blood of
nestling Bald Eagles and reproductive productivity. Environ.
Toxicol. Chem. 22:371–376.

BOWMAN, R. AND D.M. BIRD. 1985. Reproductive performance of
American Kestrels laying replacement clutches. Can. J. Zool.
63:2590–2593. 

BOYD, L.L., N.S. BOYD AND F.C. DOBLER. 1977. Reproduction of
Prairie Falcons by artificial insemination. J. Wildl. Manage.
41:266–271.

BROCK, M.K. 1986. Cryopreservation of semen of the American
Kestrel (Falco sparverius). M.S. thesis, McGill University,
Montreal, Quebec, Canada.

——— AND D.M. BIRD. 1991. Prefreeze and postthaw effects of
glycerol and dimethylacetamide on motilty and fertilizing abil-
ity of American Kestrel (Falco sparverius) spermatozoa. J. Zoo
Wildl. Med. 22:453–459.

———, D.M. BIRD AND G.A. ANSAH. 1983. Cryogenic preservation
of spermatozoa of the American Kestrel Falco sparverius. Int.
Zoo Yearb. 23:67–71.

BROMMER, J.E., H. PIETIAINEN AND H. KOKKO. 2002. Cyclic varia-
tion in seasonal recruitment and the evolution of the seasonal
decline in Ural Owl clutch size. Proc. R. Soc. Lond. B Biol. Sci.
269:647–654.

BURNHAM, W.A., J.H. ENDERSON AND T.J. BOARDMAN. 1984. Varia-
tion in Peregrine Falcon eggs. Auk 101:578–583.

COOKE, A.S. 1979. Changes in eggshell characteristics of the Spar-
rowhawk (Accipiter nisus) and Peregrine (Falco peregrinus)
associated with exposure to environmental pollutants during
recent decades. J. Zool. 187:245–263.

DITTO, M.M. 1996. Lutenizing hormone and the hastening of sexual
maturity in the American Kestrel, Falco sparverius. Ph.D.
Thesis, McGill University, Montreal, Quebec, Canada.

DOMM, L.V. 1939. Modifications in sex and secondary sexual charac-
ters in birds. Pages 227–327 in E. Allen [ED.], Sex and internal
secretions, 2nd Ed. Williams and Wilkins, Baltimore, MD U.S.A.

290 P H Y S I O L O G Y



DUKE, G.E. 1986. Raptor physiology. Pages 365–375 in M.E. Fowler
and E. Murray [EDS.], Zoo and wild animal medicine, 2nd Ed.
W.B. Saunders, Philadelphia, PA U.S.A.

DURANT, J.M., S. MASSEMIN, C. THOUZEAU AND Y. HANDRICH. 2000.
Body reserves and nutritional needs during laying preparation
in Barn Owls. J. Comp. Physiol. B. 170:253–260.

FERNIE, K.J., D.M. BIRD, R.D. DAWSON AND P.C. LAGUË. 2000a.
Effects of electromagnetic fields on the reproductive success of
American Kestrels. Physiol. Biochem. Zool. 73:60–65.

———, G.R. BORTOLOTTI, J.E. SMITS, J. WILSON, K.G. DROUILLARD
AND D.M. BIRD. 2000b. Changes in egg composition of Amer-
ican Kestrels exposed to dietary polychlorinated biphenyls. J.
Toxicol. Environ. Health 60:291–303.

———, G. BORTOLOTTI AND J. SMITS. 2003. Reproductive abnormal-
ities, teratogenicity, and developmental problems in American
Kestrels (Falco sparverius) exposed to polychlorinated
biphenyls. J. Toxicol. Environ. Health 66:2089–2103. 

———, L.J. SHUTT, R.J. LETCHER, I. RITCHIE AND D.M. BIRD. 2006.
Changes in the growth, but not the survival, of American
Kestrels (Falco sparverius) exposed to environmentally
relevant levels of polybrominated diphenyl ethers. J. Toxicol.
Environ. Health, Pt. A. 69:1541–1554. 

FISHER, S.A., G.R. BORTOLOTTI, K.J. FERNIE, D.M. BIRD AND J.D.
SMITS. 2006. Brood patches of American Kestrels altered by
experimental exposure to PCBs. J. Toxicol. Environ. Health,
Pt. A. 69:1–11.

FITZPATRICK, F.L. 1934. Unilateral and bilateral ovaries in raptorial
birds. Wilson Bull. 46:19–22. 

FOX, N. 1995. Understanding birds of prey. Hancock House, Surrey,
British Columbia, Canada. 

GEE, G.F. 1983. Avian artificial insemination and semen preserva-
tion. Pages 375–398 in J. Delacour [ED.], IFCB symposium on
breeding birds in captivity. North Hollywood, CA U.S.A.

——— AND T. J. SEXTON. 1990. Cryogenic preservation of semen
from the Aleutian Canada Goose. Zoo Biol. 9:361–371.

———, M.R. BAKST AND T.J. SEXTON. 1985. Cryogenic preserva-
tion of semen from the Greater Sandhill Crane. J. Wildl. Man-
age. 49:480–484.

———, C.A. MORREL, J.C. FRANSO AND O.H. PATTEE. 1993. Cryo-
preservation of American Kestrel semen with dimethylsulfox-
ide. J. Raptor Res. 27:21–25.

———, H. BERTSCHINGER, A.M. DONOGHUE, J.M. BLANCO AND J.
SOLEY. 2004. Reproduction in nondomestic birds: physiology,
semen collection, artificial insemination and cryopreservation.
Avian Poult. Biol. Rev. 15:47–101. 

HARDY, A.R., G.J.M. HIRONS AND P.I. STANLEY. 1981. The relation-
ship of body weight, fat deposit and moult to the reproductive
cycle in wild Tawny Owls and Barn Owls. Pages 159–163 in
J.E. Cooper and A.G. Greenwood [EDS.], Recent advances in
the study of raptor diseases. Chiron Publishers, Keighley, West
Yorkshire, United Kingdom.

HICKEY, J.J. AND D.W. ANDERSON. 1968. Chlorinated hydrocarbons
and eggshell changes in raptorial and fish-eating birds. Science
162:271–273.

HOOLIHAN J. AND W. BURNHAM. 1985. Peregrine Falcon semen: a
quantitative and qualitative examination. Raptor Res.
19:125–127.

HUGHES, B.O., A.B. GILBERT AND M.F. BROWN. 1986. Categorisation
and causes of abnormal egg shells: relationship with stress. Br.
Poult. Sci. 27:325–337.

JOHNSON, A.L. 2000. Reproduction in the female. Pages 569–596 in
P. D. Sturkie [ED.], Avian physiology, 5th Ed. Academic Press,
San Diego, CA U.S.A.

KIRBY, J.D. AND D.P. FROMAN. 2000. Reproduction in male birds.
Pages 597–615 in P.D. Sturkie [ED.], Avian physiology, 5th Ed.
Academic Press, San Diego, CA U.S.A.

KNOWLES-BROWN, A. AND G.J. WHISHART. 2001. Progeny from
cryopreserved Golden Eagle spermatozoa. Avian Poult. Rev.
12:201–202.

KUNDU, A. AND J.N. PANDA. 1990. Variation on physical characteris-
tics of semen of the white leghorn under hot and humid envi-
ronment. Ind. J. Poult. Sci. 25:195.

LOWE, T.P. AND R.C. STENDELL. 1991. Egg shell modifications in
captive American Kestrels resulting from Aroclor 1248 in the
diet. Arch. Chem. Contam. Toxicol. 20:519–522. 

MACLELLAN, K.N.M., D.M. BIRD, D.M. FRY AND J. COWLES. 1996.
Reproductive and morphological effects of O,P-Dicofol on two
generations of captive American Kestrels. Arch. Environ. Con-
tam. Toxicol. 30:364–372.

MIRANDE, C.M., G.F. GEE, A. BURKE AND P. WHITLOCK. 1996. Egg
and semen production. Page 45 in D.H. Ellis, G.F. Gee, and
C.M. Mirande [EDS.], Cranes: their biology, husbandry and
conservation. National Biological Service. Washington, DC
and International Crane Foundation, Baraboo, WI U.S.A.

NELSON, R.W. 1972. On photoperiod and captivity breeding of
northern peregrines. Raptor Res. 6:57–72. 

NEWTON, I. 1979. Population ecology of raptors. Buteo Books, Ver-
million, SD U.S.A.

OHLENDORF, H.M. 1989. Bioaccumulation and effects of Selenium
in wildlife. Pages 133–177 in L.W. Jacobs [ED.], Selenium in
agriculture and the environment. SSSA Spec. Publ. No. 23.
American Society of Agronomy and Soil Science, Madison, WI
U.S.A.

OLSEN, P. AND T.G. MARPLES. 1993. Geographic variation in egg
size, clutch size and date of laying of Australian raptors (Fal-
coniformes and Strigiformes). Emu 93:167–179. 

PARKS, J.E., W.R. HECK AND V. HARDASWICK. 1986. Cryopreserva-
tion of spermatozoa from the Peregrine Falcon: post-thaw dial-
ysis of semen to remove glycerol. J. Raptor Res. 23:130–136.

RANDAL, N.B. 1994. Nutrition. Pages 63–95 in G.J. Harrison, L.R.
Harrison, and B.W. Ritchie [EDS.], Avian medicine: principles
and application. Winger Publishing, Inc., Lake Worth, FL
U.S.A. 

RATCLIFFE, D.A. 1970. Changes attributable to pesticides in egg
breakage frequency and eggshell thickness in some British
birds. J. Appl. Ecol. 7:67–115.

REHDER, N.B., P. C. LAGUË AND D.M. BIRD. 1984. Simultaneous
quantification of progesterone, estrone, estradiol 17β and corti-
costerone in female American Kestrel plasma. Steroids
43:371–383.

———, D.M. BIRD AND P.C. LAGUË. 1986. Variations in plasma cor-
ticosterone, estrone, estradiol-17β and progesterone concentra-
tions with forced renesting, molt and body weight of captive
female American Kestrels. Gen. Comp. Endocrinol.
62:386–393. 

———, D.M. BIRD AND L. SANFORD. 1988. Plasma androgen levels
and body weights for breeding and non-breeding male kestrels.
Condor 90:555–560.

SAMOUR, J.H. 1986. Recent advances in artificial breeding
techniques in birds and reptiles. Int. Zoo Yearb. 24/25:143–148.

P H Y S I O L O G Y 291



———. 1988. Semen cryopreservation and artificial insemination in
birds of prey. Pages 271–277 in Proceedings of the 5th World
Conference on Breeding Endangered Species in Captivity,
Cincinnati, OH USA.

———. 2004. Semen collection, spermatozoa cryopreservation, and
artificial insemination in non-domestic birds. J. Avian Med.
Surg. 18:219–223. 

SAUNDERS, D.A., G.T. SMITH AND N.A. CAMPBELL. 1984. The rela-
tionship between body weight, egg weight, incubation period,
nestling period and nest site in the Psittaciformes, Falconi-
formes, Strigiformes and Columbiformes. Aust. J. Zool.
32:57–65.

SNYDER, L.L. 1948. Additional instances of paired ovaries in rapto-
rial birds. Auk 65:602.

STALEY, A.M. 2003. Noninvasive fecal steroid measures for
assessing gonadal and adrenal function in the Golden Eagle
(Aquila chrysaetos) and the Peregrine Falcon (Falco
peregrinus). M.S. thesis, Boise State University, Boise, ID
U.S.A. 

SWARTZ, LG. 1972. Experiments on captive breeding and
photoperiodism in peregrines and Merlins. Raptor Res.
6:73–87.

TEMPLE, S.A. 1974. Plasma testosterone titers during the annual
reproductive cycle of Starlings (Sturnus vulgaris). Gen. Comp.
Endocrinol. 22:470–479. 

VENNING, F.E.W. 1913. Paired ovaries in the genus Astur. J. Bombay
Nat. Hist. Soc. 22:199.

VIÑUELA, J. 1997. Adaptation vs. constraint: intraclutch egg-mass
variation in birds. J. Anim. Ecol. 66:781–792.

WASSER, S.K., K. BEVIS, G. KING AND E. HANSON. 1996. Noninva-
sive physiological measures of disturbance in the Northern
Spotted Owl. Conserv. Biol. 11:1019–1022. 

WEAVER, J.D. 1983. Artificial insemination. Pages 19–23 in J.D.
Weaver and T.J. Cade [EDS.], Falcon propagation: a manual on
captive breeding. The Peregrine Fund, Inc. Boise, ID U.S.A.

WIEMEYER, S.N., D.R. CLARK, JR., J.W. SPANN, A.A. BELISLE AND
C.M. BUNCK. 2001. Dicofol residues in eggs and carcasses of cap-
tive American Kestrels. Environ. Toxicol. Chem. 20:2848–2851.

WILLOUGHBY E.J. AND T.J. CADE. 1964. Breeding behavior of the
American Kestrel (Sparrow Hawk). Living Bird 3:75–96

WINGFIELD, J.C. AND D.S. FARNER. 1978. The endocrinology of a nat-
ural breeding population of the White-crowned Sparrow
(Zonotrichia leucophrys pugetensis). Physiol. Zool. 51:188–205.

WINK, M., D. RISTOW AND C. WINK. 1985. Biology of Eleonora’s
Falcon (Falco eleonorae), 7: variability of clutch size, egg
dimensions and egg coloring. Raptor Res. 19:8–14.

WISHART, G.J. 2001. The cryopreservation of germplasm in domestic
and non-domestic birds. Pages 179–200 in P.F. Watson and W.
V. Holt [EDS.], Cryobanking the genetic resource: wildllife
conservation for the future? Taylor and Francis, London,
United Kingdom.

WOOD, M. 1932. Paired ovaries in hawks. Auk 49:463.

292 P H Y S I O L O G Y


