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Instances of bright, hormonally induced coloration among females during gestation have been reported
in a few reptile and primate genera. Gravid coloration in lizards has been linked to female aggression but
the influence of color changes associated with pregnancy has not yet been experimentally pursued for pri-
mates. As a first step to determine whether the crimson to magenta hues common to pregnancy coloration
in rhesus macaques (Macaca mulatta) contains information, to which conspecifics of either sex attend, we
evaluated whether male and female rhesus macaques discriminate between pregnant and non-pregnant
female faces. To these ends, we presented 19 adult rhesus macaques with color-manipulated digital images
of female faces where pregnancy coloration was present or absent, and measured visual attention and
behavioral reactions. Males were significantly more attentive to female faces with pregnancy coloration
over those without pregnancy coloration. Both sexes engaged in higher levels of appeasement behavior
toward stimulus with pregnancy coloration, and males showing signs of anxiety did so exclusively when
exposed to faces with pregnancy coloration. Our results suggest that pregnancy coloration might be an
attention grabbing stimulus to males and a warning stimulus to both male and female rhesus macaques.
The findings provide a comparative perspective on the use of color in intra-specific communication, and
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suggest similarity in female similarity in signalling properties in distantly related taxa.

© 2008 Published by Elsevier B.V.

Research into the evolution and signalling functions of sec-
ondary sexual coloration has traditionally focused largely on males.
More recent studies, however, have reported the diversity of ways
in which female displays of conspicuous coloration are involved in
intra-specific communication. For example, female secondary sex-
ual coloration might be related to competition over resources (e.g.
pinyon jays, Gymnorhinus cyanocephalus: Johnson, 1988; Eclectus
parrots, Eclectus roratus: Heinsohn et al., 2005); or to mate attrac-
tion (e.g. two-spotted gobies, Gobiusculus flavescens: Amundsen
and Forsgren, 2001; blue-footed booby, Sula nebouxii: Torres and
Velando, 2005). Amongst a few genera, including some species
of lizards and primates, females display bright coloration dur-
ing gestation, distinct from that which is displayed during the
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peri-ovulatory period (Cooper and Greenberg, 1992; Hager, 2001;
Gerald, 2003).

Divergent results stemming from studies of gravid coloration in
lizards suggest that gravid coloration can convey different messages
to conspecifics. Two main hypotheses available to account for the
function of gravid coloration in lizards are the “aggressive avoid-
ance” and “courtship rejection” hypotheses (Cooper, 1984; Cooper
and Greenberg, 1992). Assuming that gravid females are aggres-
sive, the aggressive avoidance hypothesis proposes that gravid
coloration in female lizards somehow prevents or reduces the like-
lihood that males will return aggression toward them. Alternatively,
the courtship rejection hypothesis advances that gravid coloration
reliably signals that a female will reject courtship attempts by
males, thereby reducing the probability that females (or males
attending to the signal) will be vulnerable to the risk of preda-
tion during fruitless courtship attempts (Cooper and Crews, 1987;
Cooper and Greenberg, 1992; Watkins, 1997).

While observational and experimental studies have investi-
gated gravid coloration in lizards, little is known about pregnancy
coloration in primates. Certainly there is a large difference
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between lizards and primates. Nevertheless, previous research
in lizards provides a useful framework to speculate about the
function across divergent species. In primate species where
females exhibit red coloration in the hormonally sensitive areas
of the face and anogenital regions, reddening may be brighter
or deeper during pregnancy than during ovulatory cycling (e.g.
gray-cheeked magabey, Lophocebus albigena: Rowell and Chalmers,
1970; gelada baboon, Theropithecus gelada: Dunbar, 1977; guinea
baboons, Papio papio: Gauthier, 1999; savannah baboons, Papio
cynocephalus: Altmann, 1973). Despite this documentation for
pregnancy coloration, no experimental studies to date have exam-
ined the potential communicative function of primate pregnancy
coloration.

In the present study, we attempt to assess whether male and
female rhesus macaques (Macaca mulatta) modulate their atten-
tion and behavioral responses toward digitised images of females
exhibiting pregnancy versus non-pregnancy coloration. Rhesus
macaques are seasonal breeders, restricting mating activity to
approximately 6 months of the year on Cayo Santiago (e.g. Rawlins
and Kessler, 1985). Female rhesus macaques experience redden-
ing of the sexual skin during the mating season. During the last
trimester of their 51/2 month gestation, up until the timing of
parturition, coloration distinct from that expressed during the mat-
ing season appears. Facial coloration takes on crimson to magenta
hues covering the ocular and nasal regions, giving a mask-like
appearance across the face (Rowell, 1972). We proposed that the
finding that males or females discriminated between images of
pregnant and non-pregnant females would suggest that pregnancy
coloration is functional to rhesus macaques. While our experi-
mental paradigm could not directly permit us to evaluate whether
either hypotheses for gravid coloration applied to primates, we pre-
dicted that animals would perceive pregnancy coloration stimuli as
threatening, as both hypotheses in lizards predict female aggres-
sion toward conspecifics. However, we propose that if effects are
seen equally in both sexes, then the aggression avoidance hypoth-
esis would possibly be most plausible. For the present study, we
consider the courtship rejection hypothesis in a broad sense in
that this hypothesis suggests the signal serves only as a warning to
males and moderates male behavior rather than serving as a gen-
eral signal to all conspecifics. As such, if effects are limited to male
observers then the courtship rejection hypothesis would be more
plausible.

1. Materials and methods

For our experimental design, we used digitised images of rhesus
macaques. Two-dimensional media are used widely in ethological
research and offer certain benefits over utilising real animals as
stimuli. These benefits include the ability: (1) to present identical
stimuli repeatedly to a number of individuals and (2) to control, to
a high degree, stimulus presentation, and (3) to manipulate phys-
ically target stimuli independently of other traits (e.g. olfactory or
auditory cues, or coercive or dominance cues: reviewed in D’Eath,
1998). Findings show that two-dimensional images provoke mean-
ingful autonomic, neurophysiological, and appropriate behavioral
responses in non-human primates (reviewed in Anderson, 1998;
Pascalis et al., 2001; Vick, 2001).

1.1. Subjects

Study animals were nine adult female (age range=4.25-17.7
years, mean=10.00 years, S.D.=4.57) and 10 adult male (age
range=4.25-23.83 years, mean=13.33, S.D.=5.97) rhesus
macaques. All subjects were housed in single cages at the Caribbean

Primate Research Center, Sabana Seca Field Station (SSFS). Single
housing was temporarily required for animals according to an
unrelated separate research protocol, after which the animals
were to be placed in group housing. Although free-ranging rhesus
experience distinct birth seasons, animals at SSFS give birth all
year round, though experiencing birth peaks. Testing took place
between the months of March and August 2006, which overlapped
with the timing of these peak births.

1.2. Stimuli

A digital video camera (Sony DCR-PC100E) was used to cap-
ture images of adult female rhesus macaques who were from SSFS,
but unfamiliar to subjects, and who were either pregnant and
exhibited pregnancy facial coloration or who were not pregnant
and lacked red facial coloration (i.e., non-cycling, non-pregnant
females). Facial images were taken of animals with mouths closed
and faces and eyes pointed directly at the camera. Images were
‘frame grabbed’ from digital video footage and were then colour cal-
ibrated in Adobe Photoshop Elements 2.0 using the RGB techniques
established by Gerald et al. (2001). Multiple images of different
individuals were used to form composites to control for inter-
individual color differences.

To manipulate coloration, we adapted Rowland and Perrett’s
(1995) computer graphics techniques that are used to alter human
facial coloration. Five previous studies have successfully employed
these techniques in examining conspecific response to altered pri-
mate coloration (Waitt et al., 2003, 2006, 2007; Gerald et al., 2006,
2007). Two composite faces, one exhibiting pregnancy and the
other lacking pregnancy coloration, were created by generating
computerised blends of images of five pregnant females in the latter
stages of gestation (taken between 44 and 2 days prior to parturi-
tion, mean =21.20 days, S.D.=19.21 days, according to retrospective
data from colony records) and five non-pregnant females.

To construct composites, the mean RGB color values for each
pixel in the image were calculated for the sample and then trans-
formed into hue and saturation values. Hue and saturation values
were then applied and combined with the individual brightness
component of each pixel of 12 female stimulus faces (consist-
ing of different females than those included in the composites),
producing a pregnancy and a non-pregnancy colored version of
each stimulus face (for details see Rowland and Perrett, 1995). We
attempted to create a natural contrast to the stimuli as Fleishman
and Endler (2000) have suggested when investigating color in ani-
mal communication. Each image was standardised by cropping and
pasting faces against the same color calibrated naturalistic back-
ground, which consisted of natural vegetation from the island of
Cayo Santiago, which is home to a population of free-ranging rhesus
macaques.

1.3. Stimuli and procedure

During the experiment, each individual was presented with a
total of 12 images of different female faces, with six of these facial
images exhibiting pregnancy coloration and six images without it.
Animals were tested within their home cages, where they had ad
libitum access to food and water. Timing and display of stimuli
were controlled by computer, and images appeared on a 15-in. LCD
color monitor, situated 60 cm from the testing cage. A Spyder™ col-
orimeter and OptiCAL software (Pantone ColorVision) were utilised
to color calibrate the monitor. Views of the experimenter were
blocked. Behavior was monitored remotely and recorded for later
analysis via a digital camera, placed in a central location directly
above the monitor.
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A trial began when the subject’s eyes were oriented toward
the monitor. During a trial, a single approximately life-sized image
appeared in 24-bit color for 5s. The number of trials was kept to
a minimum as repeated exposure to pictorial images can lead to
inattention (e.g. Nahm et al., 1997), which can decrease the mag-
nitude of behavioral responses. Order of stimuli was randomised,
and presentation of pregnant or non-pregnant stimuli was counter-
balanced in that animals viewed only a pregnant or non-pregnant
version of each face (i.e., a version of a face lacking pregnancy col-
oration would be seen with pregnancy coloration by the following
subject). Order of stimuli was unknown to the experimenter record-
ing these data. Trials were excluded if eye gaze was obscured (i.e.,
animals were orientated with their backs to the monitors or had
their eyes closed for the entire trial). Subjects were tested only
once and testing sessions lasted between 2 min 12 s and 10 min 59's
(mean=4min 59s, S.E.=39s). Variation in testing time resulted
from individual differences in the time it took for animals to return
their attention to the computer screen. All individuals attended to
a minimum of 10 trials and the mean number of trials included per
animal was 11.47 (S.E.=.14).

1.4. Behavioral observations

The Observer software (Noldus, Version 3.0) programme
was configured to permit the recording of the study animals’
visual gaze duration and behavioral reactions to stimuli dur-
ing frame-by-frame analyses, on a continuous basis. In terms of
behavioral reactions, we anticipated that animals would react
toward stimuli with pregnancy coloration, in ways which indi-
cated that they perceived this coloration as threatening. As such
we recorded and measured the duration of behavioral ‘states’
(Altmann, 1974), including (1) eye gaze, which is interpreted
to be a measure of the extent to which an individual per-
ceives a threat from a stimulus (Humphrey and Keeble, 1974;
Nahm et al.,, 1997; Sato and Nakamura, 2001); (2) lipsmacking,
which is used in varying contexts, including aggression avoidance
and appeasement (van Hooff, 1967), in male courtship displays
(Partan, 2002); and (3) self-directed behavior (scratching, self-
grooming), an indicator of anxiety in primates (e.g. Maestripieri,
2005; Maestripieri et al., 1992). We recorded and measured
the frequency of instantaneous, or so-called ‘event’ behaviors
(Altmann, 1974) including retreats and approaches toward the
monitor.

To assess intra-observer reliability, an entire testing session from
two subjects was randomly selected, and re-analysed. Scores for
gaze duration were compared in trial-by-trial correlations, yielding
reliability coefficients of 0.947 and 0.959, respectively (Martin and
Bateson, 1993).

1.5. Analysis

Mean gaze durations for faces with and without pregnancy col-
oration, total number of instances for event behaviors and total
duration for state behaviors were compared. Statistical analyses of
gaze duration and behavioral measures in relation to color were
evaluated via repeated measures analysis of variance (ANOVA).
Stimulus type (pregnancy versus non-pregnancy coloration) served
as a within-subjects factor while sex served as the between-
subjects factors. We used two-tailed tests to test main effects of sex
as we made no specific predictions regarding sex specific effects.
However, as we predicted that animals would show avoidance and
appeasement behaviors toward pregnant faces, we used one-tailed
tests to evaluate this possibility. All statistical analyses were con-
ducted with SPSS 12.0.
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Fig. 1. Means and S.E. for gaze duration per trial for female and male subjects in
response to female faces with pregnancy vs. non-pregnancy coloration.

2. Results

There was no significant main effect of coloration on gaze
duration (one-tailed: F;17 = 1.976, P=0.089); however, there was a
statistically significant interaction between coloration and subject
sex on gaze duration (two-tailed: F; 17 =4.771, P=0.043). Means and
standard errors are given in Fig. 1. Post hoc two-tailed paired t-tests
(Bonferroni adjusted probability of 0.05/2=0.025) revealed that
males gazed significantly longer at female faces displaying preg-
nancy coloration versus at those without (tg=—2.767, P=0.022),
but female gaze duration did not differ significantly between these
stimuli (tg =0.506, P=0.627).

Both males and females showed behavioral reactions to stimuli,
but not all animals did. Although these results cannot provide con-
clusive evidence, given the reduced sample size representative of
the animals who did show behavioral responses, we consider how
responsive animals behaved and to what stimuli.

For those animals who displayed behavioral reactions, 15 of
the 19 study animals (9/10 males, 6/9 females) engaged in lips-
macking behavior. For these individuals, there was a significant
main effect of color, with animals displaying significantly higher
levels of lipsmacking to stimuli showing pregnancy coloration (one-
tailed: Fy13=5.421, P=0.018; Fig. 2). Eight males and three females
retreated from stimuli, with both sexes retreating more from female
faces displaying pregnancy versus non-pregnancy color, although
this result was not statistically significant (one-tailed: F;9=2.708,
P=0.064). Similarly, six males and three females approached non-
pregnant stimuli more frequently, but differences in approach rates
were not statistically different (one-tailed: F;7=3.316, P=0.055).
No females engaged in self-directed behavior, whereas half of the
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Fig. 2. Means and S.E. for total lipsmacking duration per trial for female and male
subjects in response to female faces with pregnancy vs. non-pregnancy coloration.
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males did; with self-directed behavior occurring exclusively when
the five males were exposed to faces with pregnancy coloration
(one-tailed: t4,=—2.947, P=0.021).

3. Discussion

The present study sought to examine the influence of preg-
nancy coloration in the faces of rhesus macaques by comparing
visual attention and behavioral reactions of males and females
to color-manipulated digital images of females with and without
pregnancy coloration. While our experiments are artificial, bear-
ing little resemblance to the social life which exists for rhesus
macaques, the behavioral responses of males and females in our
experiments can offer clues into what pregnancy coloration might
convey to conspecifics. Our results therefore allow us to evalu-
ate, provisionally, previous explanations of the signaling value of
pregnancy coloration, contrasting the aggressive avoidance versus
courtship rejection hypothesis.

In terms of gaze duration, only males paid significantly more
attention to females with pregnancy coloration versus females
without it. Given that macaques are reported to selectively attend
to threatening stimuli (Humphrey and Keeble, 1974; Nahm et
al., 1997; Sato and Nakamura, 2001), our findings suggest that
males may perceive female pregnancy coloration as threatening.
Rates of lipsmacking were higher when both males and females
viewed pregnant stimuli, suggesting that lipsmacking reflected
appeasement, over behavior related to courtship. Additionally,
males engaged in greater levels of self-directed behavior when
presented with female stimuli displaying pregnancy coloration.
Behavioral data lend further support for the idea that pregnancy
coloration is a warning stimulus to both male and female rhesus
macaques.

The stronger reactions of males to stimuli may suggest that
males are the targets of these signals or that they suffer increased
aggression from pregnant females. Alternatively, this may be a
side-effect of the testing paradigm since male rhesus macaques
display higher levels of stress-related behavior when shown pic-
tures of unfamiliar cycling females than do females (Waitt and
Gerald, unpublished data). We note that, given that males did
not discriminate between images of cycling females with red-
dened faces of cycling females relative to pale controls in previous
experiments (Waitt, 2005; Waitt et al., 2006), this suggests that
pregnant facial coloration is particularly salient to males. Fur-
thermore, this suggests that the signal content of pregnancy
coloration differs from that of the red coloration common to cycling
females.

Returning to the dominant hypotheses for gravid coloration in
lizards, we speculate about the various functions of pregnancy col-
oration, while we acknowledge that results from our study do not
permit us to draw firm conclusions. Producing pregnancy colors late
in pregnancy, when females are at an energetic low, might confer
extra protection against attack from conspecifics. Pregnant females
can benefit from the display as it could reduce the number of antag-
onistic encounters they enter, if other macaques avoid them more,
as suggested by our results. Both males and females could benefit
from receiving such a signal, to avoid incurring potential costs asso-
ciated with female aggression, which may be more likely during
pregnancy.

Alternatively, females may display conspicuous pregnancy col-
oration to convey reliably that females will aggressively reject
copulation attempts by males (reviewed in Cooper and Greenberg,
1992). Signalling females then benefit by avoiding unnecessary
costs of predation related to male sexual advances. Males bene-
fit in similar ways, and also benefit by avoiding the incurrence of

energetic costs associated with wasted mating efforts. While rhe-
sus macaque females engage in post-conception sex during the first
half of pregnancy (e.g. Conaway and Koford, 1964; Kauffman, 1965),
sexual activity ceases in the second half of pregnancy, when preg-
nancy coloration appears (Bielert et al., 1976). It is not clear whether
mating cessation results from females aggressively rebuffing cop-
ulation attempts or whether male sexual interest has decreased.
All the same, these observations are consistent with the hypothesis
that females could use pregnancy coloration to prevent courtship
attempts, or negative consequences associated with male behav-
ior, as we so broadly proposed. However, the demonstration of
effects in both males and females favours the aggression avoidance
hypothesis.

The finding that primates appear to converge with lizards with
respect to attending to pregnancy coloration provides an impor-
tant contribution toward understanding female secondary sexual
coloration from a comparative perspective. For future investiga-
tions, it might be useful to conduct long-term studies to check
if indeed females increase their aggression rates when pregnant.
Furthermore, longitudinal studies which track changes in female
coloration across their reproductive cycle may also shed addi-
tional light on the specific role of primate pregnancy coloration,
and why females in some species might delay exhibiting preg-
nancy coloration until late in gestation. More studies are also
needed to determine how our findings may generalise across the
Primate order to improve our understanding of secondary sexual
coloration.

Acknowledgements

We declare that the experiments comply with the current laws
of Puerto Rico and the United States. The IACUC of the University
of Puerto Rico, Medical Sciences Campus approved this investi-
gation (Protocol # 6810103). We thank Janis Gonzalez and Mario
Rodriguez, and the caretaking staff of the Sabana Seca Field Sta-
tion, particularly, Milton Martinez, for their support which allowed
for the successful completion of our experiments successfully. We
are grateful to Prof. David Perrett for generously providing access to
the necessary technical software. We are grateful to Alex Weiss and
Amanda Accamando for editing a previous draft of this manuscript
and thank Kamelia Fallahpour for fruitful discussions, and three
reviewers for their helpful comments, This investigation was sup-
ported by a grant awarded to M.S. Gerald by The Leakey Foundation
and awards from the University of Puerto Rico-Medical Sciences
Campus to the Caribbean Primate Research Center. This publica-
tion was made possible by Grant Number P40 RR03640 from the
National Center for Research Resources (NCRR), a component of
the National Institutes of Health (NIH). Its contents are solely the
responsibility of the authors and do not necessarily represent the
official views of NCRR or NIH.

References

Altmann, S.A., 1973. The pregnancy sign in savannah baboons. J. Zool. Anim. Med. 4,
8-12.

Altmann, J., 1974. Observational study of behavior: sampling methods. Behaviour
49, 227-263.

Amundsen, T., Forsgren, E., 2001. Male mate choice selects for female coloration in
a fish. PNAS 98, 13155-13160.

Anderson, J.R., 1998. Social stimuli and social rewards in primate learning and cog-
nition. Behav. Processes 42, 159-175.

Bielert, C., Czaja, ].A., Eisele, S., Scheffler, G., Robinson, ].A., Goy, RW., 1976. Mating
in the rhesus monkey (Macaca mulatta) after conception and its relationship to
oestradiol and progesterone levels throughout pregnancy. J. Reprod. Fertil. Abstr.
46, 179-187.

Conaway, C.H., Koford, C.B., 1964. Estrous cycles and mating behavior in a free-
ranging band of rhesus monkeys. J. Mammal 45, 577-588.



M.S. Gerald et al. / Behavioural Processes 80 (2009) 7-11 11

Cooper, W.E.]., 1984. Female secondary sexual coloration and sex recognition in the
keeled earless lizard Holbrookia propinqua. Anim. Behav. 32, 1142-1150.

Cooper, W.E]., Crews, D., 1987. Hormonal induction of secondary sexual coloration
and rejection behaviour in female keeled earless lizards Holbrookia propinqua.
Anim. Behav. 35, 1177-1187.

Cooper, W.E]., Greenberg, N., 1992. Color and behavior. In: Gans, C., Crews, D. (Eds.),
Hormones, Brain, and Behavior Biology of the Reptilia, vol. 18. University of
Chicago Press, Chicago, pp. 298-422.

D’Eath, R.B., 1998. Can video images imitate real stimuli in animal behaviour. Biol.
Rev. 73, 267-292.

Dunbar, R.LM., 1977. Age-dependent changes in sexual skin colour and associated
phenomena of female gelada baboons. J. Comp. Psychol. 6, 667-672.

Fleishman, L]., Endler, J.A., 2000. Some comments on visual perception and the use
of video playback in animal behavior studies. Acta Ethol. 3, 15-27.

Gauthier, C.A., 1999. Reproductive parameters and paracallosal skin color changes
in captive female guinea baboons Papio papio. Am. ]. Primatol. 47, 67-74.

Gerald, M.S., Bernstein, J., Hinkson, R., Fosbury, R.A., 2001. Formal method for objec-
tive assessment of primate color. Am. J. Primatol. 53, 79-85.

Gerald, M.S., 2003. How color can guide the primate world. Sexual selection and
reproductive competition in primates: new perspectives and directions. In:
Jones, C.B. (Ed.), American Society of Primatologists, pp. 141-172.

Gerald, M.S., Waitt, C,, Little, A.C,, Kraiselburd, E., 2007. Females pay attention to
female secondary sexual color: an experimental study in rhesus macaques. Int.
J. Primatol. 28, 1-7.

Gerald, M.S., Waitt, C., Maestripieri, D.,2006. An experimental examination of female
responses to infant face coloration in rhesus macaques. Behav. Processes 73,
253-256.

Hager, S.B., 2001. The role of nuptial coloration in female Holbrookia maculata: evi-
dence for a dual signaling system. J. Herpetol. 35, 624-632.

Heinsohn, R., Legge, S., Endler, J.A., 2005. Extreme reversed sexual dichromatism in
a bird without sex role reversal. Science 309, 617-619.

Humphrey, N.K., Keeble, G.R., 1974. The reaction of monkeys to ‘fearsome’ pictures.
Nature 251, 500-502.

Johnson, K., 1988. Sexual selection in pinyon jays II: male choice and female-female
competition. Anim. Behav. 36, 1048-1053.

Kauffman, J.H., 1965. A three-year study of mating behavior in a free-ranging band
of rhesus monkeys. Ecology 46, 500-512.

Martin P, Bateson P. 1993. Measuring behaviour: an introductory guide. 2nd ed.
Cambridge University Press.

Maestripieri, D., 2005. Gestural communication in three species of macaques
(Macaca mulatta, M. nemestrina, M. arctoides): use of signals in relation to dom-
inance and social context. Gesture 5, 57-73.

Maestripieri, D., Schino, G., Aureli, F, Troisi, A., 1992. A modest proposal: dis-
placement activities as an indicator of emotions in primates. Anim. Behav. 44,
967-979.

Nahm, EK.D., Perret, A., Amaral, D.G., Albright, T.D., 1997. How do monkeys look at
faces? ] Cognit. Neurosci. 9, 611-623.

Partan, S.R., 2002. Single and multichannel signal composition: facial expres-
sions and vocalizations of rhesus macaques (Macaca mulatta). Behaviour 139,
993-1027.

Pascalis, O., Demont, E., de Haan, M., Campbell, R., 2001. Recognition of faces of
different species: a developmental study between 5 and 8 years of age. Infant
Child. Dev. 10, 39-45.

Rawlins, R.G., Kessler, MJ., 1985. Climate and seasonal reproduction in the Cayo
Santiago macaques. Am. J. Primatol. 9, 87-99.

Rowell, T.E., 1972. Female reproduction cycles and social behavior in primates. Adv.
Stud. Behav. 4, 69-105.

Rowell, T.E., Chalmers, N.R., 1970. Reproductive cycles of the mangabey Cercocebus
albigena. Folia Primatol. 12, 264-272.

Rowland, D.A., Perrett, D.I., 1995. Manipulating facial appearance through shape and
colour. Comput. Graphics Appl. IEEE 15, 70-76.

Sato, N., Nakamura, K., 2001. Detection of directed gaze in rhesus monkeys (Macaca
mulatta). J. Comp. Psychol. 115, 115-121.

Torres, R., Velando, A., 2005. Male preference for female foot colour in the socially
monogamous blue-footed booby Sula nebouxii. Anim. Behav. 69, 59-65.

van Hooff, ]., 1967. The facial displays of the catarrhine monkeys and apes. In: Primate
Ethology. Weidenfeld and Nicolson, London, pp. 7-68.

Vick, S.J., 2001. Approaches to studying gaze monitoring in non-human primates.
Ph.D. Thesis, University of Stirling, Scotland.

Waitt, C., 2005. Facial attractiveness among rhesus macaques (Macaca mulatta):
manipulating and measuring preferences for conspecifics’ facial characteristics.
PhD Thesis. University of Stirling.

Waitt, C., Gerald, M.S,, Little, A.C., Kraiselburd, E., 2006. Selective attention toward
female secondary sexual color in male rhesus macaques. Am. J. Primatol. 68,
738-744.

Waitt, C, Little, A.C., Wolfensohn, S., Honess, P., Brown, A.P.,, Buchanan-Smith, H.M.,
Perrett, D.I., 2003. Evidence from rhesus macaques suggests that male col-
oration plays a role in female primate mate choice. Proc. R. Soc. Lond. B 270,
S144-S146.

Waitt, C., Maestripieri, D., Gerald, M.S., 2007. Effects of parity and age on female
attraction to faces of infants and neonates in rhesus macaques. Primates 48 (2),
164-167.

Watkins, G.G., 1997. Inter-sexual signalling and the functions of female coloration in
the tropidurid lizard Microlophus occipitalis. Anim. Behav. 53, 843-852.



