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 INTRA-SEX SYNCHRONY AND INTER-SEX COORDINATION IN THE
REPRODUCTIVE TIMING OF THE ATLANTIC CORAL SNAKE MICRURUS

CORALLINUS (ELAPIDAE) IN BRAZIL
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Dissection of preserved Atlantic coral snakes Micrurus corallinus, plus field data and
histological analysis, provided information on male reproductive cycles. Testes are larger during
autumn, when sperm production occurs, and smaller in spring, when spermatogenesis stops. The
diameter of the distal deferent ducts is small in summer–autumn, when sperm are hardly found
in the lumen, and it increases in winter–spring, when sperm is abundant, just prior to the mating
season. Thus, the male cycle of M. corallinus is post-nuptial, whereas the female cycle is pre-
nuptial. Although gametogenesis is not simultaneous in both sexes, the coordination of their
cycles is guaranteed by sperm storage by males. Our data indicate that the diameter of the
deferent duct is a good indication of the mating season, mainly when reproductive cycles are
post-nuptial. Mate searching and aggregation occurs in the spring, and activity in both sexes may
be highly related to their reproductive cycles.
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INTRODUCTION

Continuous reproductive cycles in snakes are ex-
pected in tropical regions without a well-marked dry
season (Fitch, 1982; Saint-Girons, 1982; Vitt, 1983;
Seigel & Ford, 1987), although several tropical species
show seasonal reproduction and intra-sex synchrony
(Fitch, 1982; Fowler et al., 1998; Marques, 1996, 1998,
2002; Marques & Puorto, 1998). This synchrony may
be a strategy by which individuals maximize their repro-
ductive success (see Ims, 1990). Mating periods are
unknown for most snake species and male reproductive
cycles are less understood than those of females (Saint-
Girons, 1982). Moreover, there is very little information
on either the sperm storage organs of the male or the
seasonal location of the sperm (Schuett, 1992). Al-
though mating and fertilization in snakes may occur in
the same period (e.g., Marques, 1996), in several spe-
cies mating time does not coincide with fertilization
(Fox 1956; Darevsky,1971; Halpert et al., 1982;
Schuett, 1992; Almeida-Santos & Salomão, 1997;
Almeida-Santos et al., 2004). In addition, when sperma-
togenesis is not coincident with vitellogenesis (see
Jordão, 1996; Bizerra, 1998) it is very difficult to deter-
mine mating periods.

The Atlantic coral snake, Micrurus corallinus, is a
common snake in the Atlantic forest domain in south-
eastern Brazil (Marques et al., 2004). It occurs in dense
ombrophilous and semi-deciduous seasonal forests in
Brazil, Paraguay, Uruguay and Argentina (Campbell &
Lamar, 2004).  The female reproductive cycle is sea-
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sonal, with vitellogenesis and mating occurring in the
early rainy season, oviposition in mid–rainy season and
hatching at the end of the rainy season and in the early
dry season (Marques, 1996). However, nothing is
known on the reproductive cycles of males. Here we
present data about testicular activity, sperm storage in
the deferent ducts, reproductive aggregation, and rela-
tion of activity to reproductive cycles of males and
females.

MATERIAL AND METHODS

A total of 187 M. corallinus males were examined
from the collections of the Instituto Butantan and
Museu de História Natural da Universidade Estadual de
Campinas. The sample included only adults (larger than
440 mm in snout-vent length – see Marques 1996) from
São Paulo State, south-eastern Brazil (between 19.7°N,
25.3°S, 53.2°W and 44.2°E). The following data were
taken from each specimen: (1) snout-vent length (SVL);
and (2) testis length and diameter of a deferent duct at
its distal end (see Fig. 1), both recorded on the right
side. Spermatogenic cycles were determined relating
the testicular length to spermatogenic activity (Volsøe,
1944; Shine, 1977; Seigel & Ford, 1987). Similar corre-
lation has been shown between morphology of the
deferent duct and sperm storage (Yokoyama &
Yoshida, 1993; Sever et al., 2002; Almeida-Santos,
2005).

As testis length was related with SVL (R2=0.19,
P<0.0001), we used the residuals from the linear regres-
sion of testis length and SVL as measures of relative
testis length (see Shine, 1992). Deferent duct diameter
was not related to SVL (R2=0.03, P=0.300), then, the
residuals were not used in this case. Variation in relative
length of testis and deferent duct diameter was analyzed



by ANOVA and a post hoc Tukey test (Sokal and Rohlf
1995), to infer spermatogenic cycle (see Volsøe, 1944;
Shine, 1977; Seigel & Ford, 1987) and sperm storage
(Yokoyama & Yoshida, 1993; Sever et al., 2002;
Almeida-Santos et al., 2004), respectively.

Fifteen specimens from the sample used for morpho-
logical measurements (four from spring, three from
autumn, five from winter and three from summer) were
selected randomly and the right testis and distal region
deferent duct were removed, dehydrated in ethanol, and
embedded in paraffin. Histological sections were cut at
5 µm and stained in hematoxylin/eosin. Sections of the
testes and deferent duct were examined to determine the
stage of the testicular cycle and the presence or absence
of spermatozoa, respectively.

Data on the female reproductive cycle and snake ac-
tivity were obtained from Marques (1996), where
seasonal activity was inferred from collection data (see
Marques et al., 2001 for discussion about this method).
In the present study these data on seasonal activity are
combined in different seasons which represent the ma-
jor climatic variations in the study area (Nimer, 1989).
In south-eastern Brazil the rainy season comprises aus-
tral spring (October – December) and summer (January
– March), whereas the dry season comprises autumn
(April – June) and winter (July – September). The
number of males and females per season were compared
by Chi-squared test to infer variation in activity (H

0
 =

there is no variation in number of snakes per season; Zar

1999). Records on mating aggregation in nature were
also used in the present study.

RESULTS

The adult males examined averaged 523.5 mm SVL
(SD=78.9 mm, range 462-743 mm, n=187). Testes
reach their maximum relative length during autumn and
their minimum in spring (F=3.206, P=0.025, df=3; Fig.
2), whereas distal deferent ducts are at their smallest di-
ameters in summer–autumn and increase in
winter–spring (F=14.61, P<0.0001, df =3; Figs. 1,3). In
this study, we distinguished two main stages of testicu-
lar cycle in M. corallinus, regression and
spermiogenesis. In the spring, the epithelium was ex-
hausted and highly disorganized, with little
spermatogonia and sperm in the lumen, characterizing
the regression phase. During the summer, the epithelia
were starting to be reorganized, there were more sper-
matogonia than in the previous season, but no sperm
were found in the lumen. During the autumn and winter,
we recorded the spermiogenesis phase, when seminifer-
ous tubes were highly organized and the lumina were
lined by rows of metamorphosing spermatids and
spermatozoids. Mature spermatozoa were the predomi-
nant cells in the seminiferous tubules. The deferent duct
was straight and no sperm were observed in its lumen
during the autumn. During the winter, the deferent duct
was slightly convoluted and little sperm was found,
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FIG. 1. Distal end of deferent duct in Micrurus corallinus without sperm storage (left); IB 43864, São Roque, SP, Brazil,
24.IV.1981) and showing sperm storage (right); IB 4541, São José do Rio Pardo, SP, Brazil, 17.X.1998). Deferent duct (Dd),
cloaca (CL). Scale: 2 cm = 4.2 mm.
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whereas in the spring, the deferent duct was convoluted
and completely full of sperm, and then, in the summer, it
was slightly convoluted again and the amount of sperm
started to decrease.

The activity in both males and females peaks in
spring (males: χ2=73.1, df=3, P<0.0001; females: χ2

=73.6, df=3, P<0.0001). The number of females col-
lected outnumbered males throughout year, but differed
significantly only in summer (χ2=3.7, df = 1, P=0.055).

A mating aggregation of M. corallinus was observed
in the field on 28 October 1999. The group consisted of
a male with an everted hemipenis and two females (P. B.
de Souza, pers. comm.). Another group composed of
two males and one female was observed on 17 Decem-
ber 1999 (G. Ferranti, pers. comm.). In both cases
females had vitellogenic follicles, and deferent ducts of
males had large diameters.

DISCUSSION

In post-nuptial or aestival spermatogenesis (Type I,
according to Schuett, 1992) many snakes exhibit maxi-
mum testes sizes in autumn – reflecting maximal
spermatogenic activity – and mating occurs early in the
following spring, utilizing sperm stored over winter in
the deferent ducts (Saint-Girons, 1982; Seigel & Ford,
1987). Some authors suggest that sperm storage in the
male reproductive tract indicates prolonged mating time
(Quinn, 1979; Jackson & Franz, 1981; Johnson et al.;
1982; Bull et al., 1997) or an adaptation to the timing of
the mating season (Shine, 1977; Garstka et al., 1982;
Saint-Girons, 1982; Mitchell & Zug, 1984). The latter
seems to be the case in M. corallinus: sperm produced
largely in autumn is stored in the distal end of deferent
ducts (as in the viperid Protobothrops flavoviridis – see
Yokoyama & Yoshida, 1993) until the mating season
(spring), when ovarian follicles in females are in sec-
ondary vitellogenesis (see Marques, 1996), and
testicular size is minimal. Therefore, diameter of the
distal deferent duct is a good indication of the mating
season, especially when reproductive cycles are post-
nuptial. The reproductive cycle of M. corallinus males
is post-nuptial (or Type I, see Schuett, 1992), whereas
the female cycle is pre-nuptial because vitellogenesis
coincides with mating (Garstka et al., 1982; Saint-
Girons, 1982; Seigel & Ford, 1987). Although
gametogenesis in both males and females is not simulta-
neous, the co-ordination of their reproductive cycles is
guaranteed by sperm storage in males.

Our results are similar to those recorded for M. tener
from Texas, in which vitellogenesis and oviposition oc-
cur during spring (Quinn, 1979) and testicular
recrudescence peaked in autumn. Quinn (1979) sug-
gests that sperm is stored by females in the oviducts,
although the mating time is still uncertain. In Florida, M.
fulvius has secondary vitellogenesis in late winter–
spring and egg-laying in late spring–summer, whereas
testes size is maximum during autumn and decrease in
spring (Jackson & Franz, 1981). Thus, the same pattern
of intra-sex synchrony and inter-sex co-ordination is
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FIG. 2. Seasonal variation in the residual of testis length (A)
and deferent duct diameter (B) in Micrurus corallinus. Lines
indicate ranges, boxes indicate standard deviation, and small
squares indicate mean values.
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FIG. 3. Seasonal activity of adult males (closed bars) and
females (open bars) of Micrurus corallinus in south-eastern
Brazil (data from Marques 1996) and its relation to
reproductive cycles of sperm storage (squares), sperm
production (triangles), and vitellogenesis (diamonds). The
right axis is diameter of deferent duct in mm (representing
sperm storage), relative testis length 102 (representing sperm
production), and diameter of the largest follicle or oviductal
egg in mm (representing vitellogenesis).
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seen in other species and populations of Micrurus (pers.
obs.). Species of Micrurus seem to have both vitello-
genesis and spermatogenesis adjusted to the same
season of the year in different areas of the same latitude
(see Werler, 1951; Campbell, 1973; Quinn, 1979;
Jackson & Franz, 1981; this study). However, in equa-
torial areas the reproductive pattern can differ.
Micrurus nigrocinctus in Costa Rica presents a more
extensive female cycle, from five to seven months of
vitellogenesis and oviposition (see Solórzano & Cerdas,
1988; Goldberg, 2004). Moreover, Goldberg (2004)
also recorded sperm production throughout the year
(despite the lack of data in some months), for this spe-
cies. Detailed investigation on spermatogenesis and
vitellogenesis in other species of Micrurus are essential
to characterize the reproductive patterns and understand
the climatic influence on the reproduction of Micrurus.

Field observations of M. corallinus mating were re-
corded in October and November (Marques, 1996), and
during the mating season, ritual combat was not ob-
served. Ritual combat among males occurs in several
snake species during the mating season (Gillingham,
1987; Greene, 1997) and was recently described for
some tropical species (Almeida-Santos et al., 1999;
Almeida-Santos & Marques, 2002), including Micrurus
(Almeida-Santos et al., 1998). This behaviour seems to
be common in species in which males are larger than fe-
males (Shine, 1978, 1994). However, in some species,
both from tropical or temperate areas, more than one
male may court a female without combat (see Slip &
Shine, 1988; Greene, 1997; Feio et al., 1999; Rivas,
1999), although some agonistic interaction generally
occurs (Capula & Luiselli, 1997). Our findings indicate
that M. corallinus aggregate for mating and it is possi-
ble that there is no combat among males, as females are
larger than males (Marques, 1996). In the genus Micru-
rus, combat ritual is recorded only for M. frontalis
(Almeida-Santos et al., 1998), in which sexual dimor-
phism is apparently absent (Roze, 1996; O. A. V.
Marques, pers. obs.). Mating aggregations in tropical
snakes probably are more common than generally
thought and observations on aggregations such as that
reported for Imantodes cenchoa (Doan & Arriaga,
1999) may actually be mating aggregations.

Seasonal activity of M. corallinus seems to be
strongly influenced by the reproductive cycle, although
other factors may also have an impact on activity pat-
terns (see Marques, 1996; Marques et al., 2001). The
increase of activity in females during spring is probably
due to vitellogenesis and mating when thermoregulation
time is longer (see Marques, 1996; Shine, 1979). The
high number of females in summer occurs just after ovi-
position when they may forage for food to replace
energy lost in egg reproduction. In males, spermatogen-
esis is uncoupled from mating and testicular
recrudescence occurs in summer, after sexual activity
ceases. Thus, male activity decreases in summer and au-
tumn (Fig. 3) when energy is needed for sperm
production, which may be costly (Olsson et al., 1997).

Sperm are released from the testes during autumn and
stored in deferent ducts over winter until spring when
they mate. Thus, male activity increases in spring prob-
ably due to their searching for females (Duvall et al.,
1992), which could originate aggregation and perhaps
competition during mating. Aggregation and female re-
productive synchrony could favour polygyny rather
than monogamy in M. corallinus, probably the most
common snake mating system (Duvall et al., 1992).

ACKNOWLEDGEMENTS

We thank Ivan Sazima, Richard Shine, and three
anonymous referees for critical review of the manu-
script. João C. Ferreira and Valdir J. Germano provided
assistance in the laboratory. The CNPq provided fel-
lowships to OAVM (300073/99-2). This study is part of
the project “História Natural, Ecologia e Evolução de
Vertebrados Brasileiros” founded by the FAPESP
(grant 00/12339-2).

REFERENCES

Almeida-Santos, S. M. (2005). Modelos Reprodutivos em
Crotalus durissus e Bothrops jararaca: estocagem de
esperma e placentação. PhD thesis. Universidade de
São Paulo, São Paulo, Brazil.

Almeida-Santos, S. M. & Marques, O. A. V. (2002).
Male–male ritual combat in the colubrid snake
Chironius bicarinatus from the Atlantic Forest, south-
eastern Brazil. Amphibia-Reptilia 23, 528–533.

Almeida-Santos, S. M. & Salomão, M. G. (1997). Long-term
sperm storage in the female neotropical rattlesnake
Crotalus durissus terrificus (Viperidae: Crotalinae).
Japanese Journal of Herpetology 17, 46–52.

Almeida-Santos, S. M., Aguiar, L. F. S. A. & Balestrin, R.
L. (1998). Micrurus frontalis (Coral Snake). Male
Combat. Herpetological Review 29, 242.

Almeida–Santos, S. M., Salomão, M. G., Peneti, E. A.,
Sena, P. S. & Guimarães, E. S. (1999). Predatory
combat and tail wrestling in hierarchical contests of
the Neotropical rattlesnake Crotalus durissus
terrificus (Serpentes: Viperidae). Amphibia-Reptilia
20, 88–96.

Almeida-Santos, S. M., Laporta-Ferreira, I. L.,
Antoniazzi, M. M. & Jared, C. (2004). Sperm storage
in males of the snake Crotalus durissus terrificus
(Crotalinae: Viperidae) in south-eastern Brazil.
Comparative Biochemistry and Physiology, Part A
139, 169–174.

Bizerra, A. F. (1998). História natural de Tomodon
dorsatus (Serpentes: Colubridae). M.S. thesis,
Universidade de São Paulo, São Paulo, Brazil.

Bull, K. H., Mason, R. T. & Whittier, J. (1997). Seasonal
testicular development and sperm storage in tropical
and subtropical populations of the brown tree snake
(Boiga irregularis). Australian Journal of Zoology 45,
479–488.

Campbell, J. A. (1973). A captive hatching of Micrurus
fulvius tenere (Serpentes, Elapidae). Journal of
Herpetology 7, 312–315.

S. M. ALMEIDA-SANTOS ET AL.374

http://www.ingentaconnect.com/content/external-references?article=0173-5373()20L.88[aid=3404846]
http://www.ingentaconnect.com/content/external-references?article=0173-5373()20L.88[aid=3404846]
http://www.ingentaconnect.com/content/external-references?article=1095-6433()139L.169[aid=7768432]
http://www.ingentaconnect.com/content/external-references?article=1095-6433()139L.169[aid=7768432]
http://www.ingentaconnect.com/content/external-references?article=0004-959x()45L.479[aid=4855917]
http://www.ingentaconnect.com/content/external-references?article=0004-959x()45L.479[aid=4855917]


Campbell, J. A. & Lamar, W. W. (2004). The venomous
Reptiles of the Western Hemisphere. Ithaca, NY:
Comstock.

Capula, M. & Luiselli, L. A. (1997). Tentative review of
sexual behaviour and alternative reproductive
strategies of the Italian colubrid snakes (Squamata:
Serpentes: Colubridae) Herpetozoa 10, 107–119.

Darevsky, I. S. (1971). Delayed fertilization in the
colubrid snake Xenodon merremii (Wagler). Journal
of Herpetology 5, 82–83.

Doan, T. M. & Arriaga, W. A. (1999). Imantodes cenchoa.
Aggregation. Herpetological Review 30, 102.

Duvall, D., Schuett, G. W. & Arnold, S. J. (1992). Ecology
and evolution of snake mating systems In: Snakes:
Ecology and Behavior, 165–200. Seigel, R. A. &
Collins, J. (Eds). New York: McGraw-Hill and
Company.

Feio, R. N., Santos, P. S., Fernandes, R. & Freitas, T. S.
(1999). Chironius flavolineatus. (NCN) Courtship.
Herpetological Review 30, 99.

Fitch, H. S. (1982). Reproductive cycles in tropical
reptiles. Occasional Papers of the University of
Kansas Museum of Natural History 96, 1–53.

Fox, W. (1956). Seminal receptacles of snakes.
Anatomical Record 124, 519–539.

Fowler, I. R., Salomão, M. G. & Jordão, R. S. (1998). A
description of the female reproductive cycle in four
species from the neotropical colubrid snake
Philodryas (Colubridae, Xenodontine). The Snake 28,
71–78.

Garstka, W. R., Camazine, B. & Crews, D. (1982).
Interactions of behaviour and physiology during the
annual reproductive cycle of the red-sided garter snake
(Thamnophis sirtalis parietalis). Herpetologica 38,
104–123.

Gillingham, J. C. (1987). Social behaviour. In: Snakes:
Ecology and Evolutionary Biology, 184–209. Seigel,
R. A., Collins, J. T. & Novak, S. S. (Eds). New York:
McMillan Publishing Company.

Greene, H. W. (1997). Snakes: The Evolution of Mystery
in Nature. Berkeley, California: University of
California Press.

Goldberg, S. R. (2004). Notes on reproduction in the
Central American coral snake, Micrurus nigrocinctus
(Serpentes: Elapidae) from Costa Rica. Caribbean
Journal of Science 40, 420–422.

Halpert, A. P., Garstka, W. R. & Crews, D. (1982). Sperm
transport and storage and its relation to the annual
sexual cycle of female red-sided garter snake,
Thamnophis sirtalis parietalis. Journal of Morphology
174, 149–159.

Ims, R. A. (1990). The ecology and evolution of
reproductive synchrony. Trends in Ecology and
Evolution 5, 135–140.

Jackson, D. R. & Franz R. (1981). Ecology of the eastern
coral snake (Micrurus fulvius) in northern peninsular
Florida. Herpetologica 37, 213–228.

Johnson, L. F., Jacob, J. S. & Torrance, P. (1982). Annual
testicular and androgenic cycles of the cottonmouth

(Agkistrodon piscivorus) in Alabama. Herpetologica
38, 16–25.

Jordão, R. S. (1996). Estudo comparativo da alimentação
de Waglerophis merremii e Xenodon neuwiedii
(Serpentes: Colubridae). M.S. thesis, Universidade de
São Paulo, São Paulo, Brazil.

Marques, O. A. V. (1996). Reproduction, seasonal activity
and growth of the coral snake, Micrurus corallinus
(Elapidae), in the south-eastern Atlantic forest in
Brazil. Amphibia-Reptilia 17, 277–285.

Marques, O. A. V. (1998). Composição faunística,
história natural e ecologia de serpentes da Mata
Atlântica, na região da Estação Ecológica Juréia-
Itatins. PhD thesis, Universidade de São Paulo, São
Paulo, Brazil.

Marques, O. A. V. (2002). Natural history of the coral
snake Micrurus decoratus (Elapidae) from the Atlantic
Forest in southeast Brazil, with comments on possible
mimicry. Amphibia-Reptilia 23, 228–232.

Marques, O. A. V. & Puorto, G. (1998). Feeding,
reproduction and growth in the crowned snake Tantilla
melanocephala (Colubridae), from south-eastern
Brazil. Amphibia-Reptilia 19, 311–318.

Marques, O. A. V., Eterovic, A. & Endo, W. (2001).
Seasonal activity of snakes in the Atlantic forest in
south-eastern Brazil. Amphibia-Reptilia 22, 103–111.

Marques, O. A. V., Eterovic, A. & Sazima, I. (2004).
Snakes of the Brazilian Atlantic Forest: An Illustrated
Field Guide for the Serra do Mar range. Ribeirão
Preto: Holos Editora.

Mitchell, J. C. & Zug, G. R. (1984). Spermatogenic cycle
of Nerodia taxispilota (Serpentes: Colubridae) in
south central Virginia. Herpetologica 40, 200–204.

Nimer, E. (1989). Climatologia do Brasil. Rio de Janeiro:
IBGE, Departamento de Recursos Naturais e Estudos
Ambientais.

Olsson, M., Madsen, T. & Shine, R. (1997). Is sperm
really so cheap? Costs of reproduction in male adders,
Vipera berus. Proceedings of the Royal Society of
London Biological Science 264, 455–459.

Quinn, H. R. (1979). Reproduction and growth of Texas
coral snake (Micrurus fulvius tenere). Copeia 1979,
453–463.

Rivas, J. A. (1999). The life history of the green anaconda
(Eunectes murinus), with emphasis on its reproductive
biology. PhD thesis, The University of Tennessee,
USA.

Roze, J. A. (1996). Coral Snakes of the America: Biology,
Identification, and Venoms. Florida: Krieger Publishing Co.

Saint-Girons, H. (1982). Reproductive cycles of male
snakes and their relationships with climate and female
reproductive cycles. Herpetologica 38, 5–16.

Schuett, G. W. (1992). Is long-term sperm storage an
important component of the reproductive biology of
temperate pit vipers? In: Biology of the pitvipers, 169–
184. Campbell, J.A. & Brodie Jr., E.D. (Eds.). Tyler,
Texas: Selva.

Seigel, R. A. & Ford, N. B. (1987). Reproductive ecology.
In: Snakes: Ecology and Evolutionary Biology, 210–

REPRODUCTION OF THE ATLANTIC CORAL SNAKE 375

http://www.ingentaconnect.com/content/external-references?article=0018-0831()38L.16[aid=1258698]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()38L.16[aid=1258698]
http://www.ingentaconnect.com/content/external-references?article=0173-5373()17L.277[aid=977868]
http://www.ingentaconnect.com/content/external-references?article=0173-5373()19L.311[aid=977869]
http://www.ingentaconnect.com/content/external-references?article=0173-5373()22L.103[aid=3404999]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()38L.5[aid=1258701]
http://www.ingentaconnect.com/content/external-references?article=0003-276x()124L.519[aid=3404996]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()38L.104[aid=30865]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()38L.104[aid=30865]
http://www.ingentaconnect.com/content/external-references?article=0362-2525()174L.149[aid=3404997]
http://www.ingentaconnect.com/content/external-references?article=0362-2525()174L.149[aid=3404997]
http://www.ingentaconnect.com/content/external-references?article=0169-5347()5L.135[aid=2970752]
http://www.ingentaconnect.com/content/external-references?article=0169-5347()5L.135[aid=2970752]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()37L.213[aid=2713192]


252. Seigel, R. A., Collins, J. T. & Novak, S. S. (Eds.).
New York: McMillan Publishing Company.

Sever D. M., Stevens, R. A., Ryan, T. J. & Hamlett, W. C.
(2002). Ultrastructure of the reproductive rystem of
the black swamp snake (Seminatrix pygaea). III.
Sexual segment of the male kidney. Journal of
Morphology 252, 238–254.

Shine, R. (1977). Reproduction in Australian elapid
snakes. I – Testicular cycles and mating seasons.
Australian Journal of Zoology 25, 647–53.

Shine, R. (1978). Sexual dimorphism and male combat in
snakes. Oecologia 33, 269–277.

Shine R. (1979). Activity patterns in Australian elapid
snakes. Herpetologica 35, 1–11.

Shine, R. (1992). Relative clutch mass and body shape in
lizards and snakes – is reproductive investment
constrained or optimized. Evolution 46, 828–833.

Shine, R. (1994). Sexual size dimorphism in snakes
revisited. Copeia 1994, 326–346.

Slip, D. J. & Shine, R. (1988). The reproductive biology
and mating system of diamond pythons, Morelia
spilota (Serpentes: Boidae). Herpetologica 44, 396–
404.

Sokal, R. R. & Rohlf, F. J. (1995). Biometry. New York :
W.H. Freeman & Co.

Solórzano, A. & Cerdas L. (1988). Ciclos reprodutivos de
la serpiente coral Micrurus nigrocinctus (Serpentes:
Elapidae) en Costa Rica. Revista de Biología Tropical
36, 235–239.

S. M. ALMEIDA-SANTOS ET AL.

Vitt, L. J. (1983). Ecology of an anuran-eating guild of
terrestrial tropical snakes. Herpetologica 39, 52–66.

Volsøe, H. (1944). Structure and seasonal variation of the
male reproductive organs of Vipera berus (L.). Spolia
Zoologica Musei Haunensis  5, 1–157.

Werler, J. E. (1951). Miscellaneous notes on the eggs and
young of Texan and Mexican reptiles. Zoologica 38,
37–48.

Yokoyama, F. & Yoshida, H. (1993). The reproductive
cycle of the male habu, Trimeresurus flavoviridis. The
Snake 25, 55–62.

Zar, J. H. (1999). Biostatistical Analysis. New Jersey:
Prentice Hall.

Accepted: 7.3.06

376

http://www.ingentaconnect.com/content/external-references?article=0362-2525()252L.238[aid=7768442]
http://www.ingentaconnect.com/content/external-references?article=0362-2525()252L.238[aid=7768442]
http://www.ingentaconnect.com/content/external-references?article=0004-959x()25L.647[aid=3405003]
http://www.ingentaconnect.com/content/external-references?article=0004-959x()25L.647[aid=3405003]
http://www.ingentaconnect.com/content/external-references?article=0029-8549()33L.269[aid=28063]
http://www.ingentaconnect.com/content/external-references?article=0014-3820()46L.828[aid=4855969]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()44L.396[aid=4750583]
http://www.ingentaconnect.com/content/external-references?article=0018-0831()39L.52[aid=6535513]

