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Female Baboons’ Responses to Male Loud Calls
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Abstract

Male baboons (Papio cynocephalus ursinus) give loud, two-syllable ‘wahoo’
calls in response to predators (alarm wahoos) and during aggressive displays that
may include multiple males chasing each other or females (contest wahoos).
Although acoustic analysis has revealed significant differences between the two
calls, these differences are subtle and the two subtypes can be difficult for humans
to distinguish. Whatever the evolutionary mechanisms that might have acted on
the production of acoustically graded loud calls, it would seem to be adaptive for
listeners to discriminate among calls that are given in qualitatively different
contexts. This is particularly true in the case of female baboons. Alarm wahoos,
which are given during predator encounters, demand qualitatively different
responses from contest wahoos, which are given in contexts when females are at
risk of harassment and infanticide by males. In playback experiments, females
responded for significantly longer durations to alarm than to contest wahoos.
Moreover, only alarm wahoos caused females to flee. Despite their acoustic
similarity, female baboons appear to associate alarm and contest wahoos with
qualitatively different events.
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Introduction

Theory suggests that loud calls transmitted over long distances should be
unambiguously distinct, particularly when they serve markedly different functions
and supporting contextual and visual cues are absent (Marler 1965, 1967, 1976;
Gautier & Gautier-Hion 1977, 1988). However, many non-human primate
species, including some that inhabit forests, produce acoustically similar loud calls
in qualitatively different contexts (e.g. the alarm and territorial calls of male diana
monkeys, Cercopithecus diana: Zuberbuhler et al. 1997, 1999; the alarm and
territorial calls of langurs, Presbytis spp: Hohmann & Vogl 1991; Steenbeek et al.
1999; the alarm calls of Barbary macaque, Macaca sylvanus: Fischer 1998,
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Fischer & Hammerschmidt 2001; and the alarm and contact barks of female
baboons, Papio cynocephalus ursinus: Fischer et al. 2001a,b). Although acoustical
analysis often reveals significant differences among calls produced in different
contexts, these differences are frequently subtle, making call subtypes difficult for
humans to distinguish, particularly over long distances.

Male baboons in the Okavango Delta of Botswana give two acoustically
graded loud calls, termed ‘wahoos’, in a variety of different contexts: (1) as alarm
calls to leopards or lions (alarm wahoos), (2) when a male is separated from the
group and appears to be disoriented or lost (contact wahoos), (3) during inter-
group encounters, when a male may herd females or chase other males, (4) during
within-group interactions, again accompanied by aggression or displays that
include running and leaping through the trees, and (5) at or before dawn, in
single- or multi-male calling bouts, typically in the absence of aggression. Wahoos
given during the last three contexts are acoustically similar to one another and are
collectively termed contest wahoos (Fischer et al. 2002; Kitchen et al. 2003).

Despite their superficial similarity, acoustic analysis has shown that alarm
and contest wahoos are significantly different from each other (Fischer et al.
2002). Contest wahoos are usually given at a higher rate, exhibit lower frequency
characteristics, have a longer ‘hoo’ duration, and a relatively louder ‘hoo’ portion
than alarm wahoos. Both alarm and contest wahoos also exhibit significant
differences among individuals, which potentially allows listeners to identify who is
calling. Contact wahoos are acoustically similar to contest wahoos, but given at a
much lower rate.

Whatever the evolutionary mechanisms that might have acted on the
production of acoustically graded loud calls, it would seem to be adaptive for
listeners to discriminate among calls that are given in qualitatively different
contexts. This is particularly true for female discrimination of male wahoos.
Contest wahoos typically occur during aggressive interactions among males, when
females and their infants are at considerable risk of attack. During the study
described below, females were chased or physically attacked in 67% of 354
aggressive interactions initiated among males. Aggressive displays by males also
occasionally result in infanticide, the most common cause of infant mortality in
Okavango baboons (Palombit et al. 2000; Cheney & Seyfarth unpubl. data).
Females frequently flee from male aggression and hide in dense bush, apparently
to avoid notice. In contrast, when predators are encountered, females often escape
onto the terminal branches of trees, where they are very conspicuous. Predation is
suspected to account for almost all adult and juvenile mortality in this population
(Bulger & Hamilton 1987); annual mortality among females averages 9%
(n = 10 yr). Because females respond to male—male aggression and predators in
qualitatively different ways, it would seem advantageous for them to distinguish
between alarm and contest wahoos.

In many primate species, listeners discriminate among subtypes of acoustic-
ally graded loud calls. For example, listeners respond differently to ‘typical’
variants of female baboons’ contact and alarm barks, although they apparently
fail to discriminate intermediate forms (Fischer et al. 2001b). Similarly, Barbary
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macaques reliably discriminate between categories of shrill alarm barks (Fischer
1998; Fischer & Hammerschmidt 2001), and female diana monkeys distinguish
male eagle alarm calls from acoustically similar leopard alarm calls (Zuberbuhler
et al. 1997, 1999).

Here we describe a series of playback experiments designed to test whether
female baboons discriminate between the alarm and contest wahoos given by
males. By conducting playback experiments in roughly the same behavioural and
ecological contexts, and by controlling both the rate and number of calls
produced, we hoped to determine whether acoustic properties alone allow
listeners to distinguish between a predator encounter and male aggression.

Methods
Study Site and Population

Playback experiments were conducted in the Moremi Game Reserve,
Botswana, between February 2000 and March 2001. Grasslands in this region
flood annually, leaving elevated ‘islands’ edged with forest exposed. Islands can be
less than one to hundreds of hectares in size (Hamilton et al. 1976; Ross 1987).
During floods, baboons continue to ford the submerged plains and move between
islands throughout their range.

The main study group, C, has been observed since 1977. All individuals are
easily identifiable and the matrilineal relatedness of all natal animals is known.
Subjects are fully habituated to observers on foot. During this study, C group
contained 78-88 animals, including 22-25 adult females. The mean number of
adult males on any given day was 12. The number of males fluctuated due to
immigrations, emigrations, maturation and death.

Stimulus Selection and Construction

Wahoo vocalizations were recorded during male—male contests and predator
encounters using a Sennheiser ME80 directional microphone (Wennebostel,
Germany) and a Sony PCM-M1 digital tape-recorder (Tokyo, Japan). Only calls
that had been recorded in unambiguous contexts were selected as stimuli for
playback experiments. Almost all alarm wahoos were recorded during encounters
with clearly visible lions. The one exception was an alarm bout produced while the
group demonstrated typical predator avoidance behaviour and several members
looked fixedly at one location while alarm-calling. Although we were unable to see
the predator, subsequent investigation revealed fresh lion tracks.

Previous acoustic analysis revealed a number of parameters that distinguish
alarm from contest wahoos (Fischer et al. 2002). However, these parameters grade
along a continuum and calls from both contextual categories can overlap according
to more than one acoustic feature. Recordings were therefore subjected to acoustic
analysis prior to playback. We selected as stimuli only those calls whose spectral
properties and the context in which they were recorded unambiguously assigned
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them to either the alarm or contest category. Acoustic properties of a typical alarm
wahoo included a relatively quiet and short hoo’ component ( < 100 ms) and a ‘wa’
component with a mean peak frequency of 0.79 kHz and a mean peak frequency at
onset of 0.65 kHz, whereas typical contest wahoos had longer, relatively louder
‘hoo’ components (> 100 ms) and lower frequencies in the ‘wa’ component (overall
peak: mean = 0.72 kHz; peak at onset: mean = 0.48 kHz).

We had originally hoped to also investigate the subjects’ responses to
intermediate forms of each wahoo subtype (see Fischer et al. 2001b). Unusually
heavy rainfall and flooding, however, prevented the use of a vehicle for much of
this study. As a result, playback equipment (see below) often had to be carried or
poled by canoe over floodplains. This constrained our ability to conduct trials.

Although contest wahoos were relatively easy to record, we were limited by
the number of recordings we obtained in the alarm context. Suitable recordings of
wahoos in both contexts were eventually acquired from six resident males. One
male served as the signaller in four paired trials, one in three, one in two, and
three in one. One male was killed by a lion before his calls could be used more
than once, and two other males emigrated from the group before their calls could
be used multiple times.

Using software for waveform analysis (Cool Edit 2000, Syntrillium Software,
Phoenix, Arizona, USA), we constructed two paired sequences of each male’s
calls, each containing either three alarm or three contest wahoos. Each call in the
series was separated by 3 s of silence, with the average duration of each sequence
lasting 11 s. The rate and number of calls in the sequence, therefore, provided no
information about its acoustic subtype. In creating playback sequences, we
attempted to use three different calls from the same male. In the case of one male’s
alarm wahoo sequence, however, we were forced to repeat the same call three
times. One other male’s contest wahoo sequence consisted of two calls, with one
exemplar appearing as the first and third call in the series.

Baboon wahoos are loud vocalizations, audible for at least 1 km and with
typical mean amplitudes of over 90 dB at 5 m. Because they are also relatively low
frequency calls, with their strongest energy concentrated between 0.25 and 2 kHz
(Fischer et al. 2002), they require a large loudspeaker and considerable ampli-
fication for playback. In these experiments, we used an Electro-Voice SX-2000
loudspeaker (Burnsville, Minnesota, USA, 82 X 66 x 43 cm) powered by a
Pioneer GM-X922 amplifier (Tokyo, Japan). To ensure that amplitude remained
constant within and between sequences and was similar to sound levels during
natural wahoo production (mean =92 dB at 5m; n = 14), we calibrated
recordings in the field using a Realistic sound level meter (RadioShack,
Fortworth, Texas, USA, referenced at 20 uPa, accurate at £2 dB at 114 dB).
Playback recordings had a mean amplitude of 93 dB (range = 89-95 dB) at 5 m
from the playback source and a mean amplitude of 62 dB (range = 60-66 dB) at
75 m through vegetation, which simulated experimental conditions.

Subjects were 12 lactating females. By focusing on females who were
vulnerable to infanticide, we hoped to maximize the potential for a strong
reaction to the sound of a contest wahoo. During the period that the playbacks
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were conducted, however, there were no recent dominant male immigrants in the
group, with the result that females heard only the wahoos of males who were
unlikely to be infanticidal (Palombit et al. 2000). This may have affected the
strength of their responses to contest wahoos.

Experimental Protocol

All playbacks were conducted following a period of at least 1 h when no
wahoos of any type had been heard, no predators or other baboon groups had
been sighted, and no male—male aggression had occurred. For approximately the
last half of this period prior to playback, one observer located and followed the
focal female to ensure that she was not involved in aggressive interactions with
any group members or encountered any predators.

Trials were conducted in wooded habitats with low visibility, at boundary or
overlap areas of the group’s range. Such locations ensured that playbacks
occurred in areas of increased predation risk, where the group had previously
interacted with neighbouring groups and where the potential for encountering a
new immigrant male was relatively high.

Prior to playback, a second observer set up the speaker at a mean distance of
74.8 m from the subject (range 60-91 m). The speaker was placed in the same
relative direction from the subject as was the male whose calls were to be played.
A third observer remained with this male to verify his location and to ensure that
he was not close to the subject when the call was broadcast. Because the group
was often dispersed over distances as great as 500 m, these conditions were easily
met. On average, the signalling male was 166 m (range = 81-300 m) from the
speaker at the time of the broadcast. All observers were in contact via two-way
radios, so that trials could be aborted if the female moved, oriented in the
direction of the speaker, or became involved in a social interaction.

Playbacks were conducted only when subjects were feeding or sitting with
their heads oriented downward and away from the speaker, at least 2 m from all
other individuals except dependent offspring. Subjects were filmed for 15 s prior
to playback and 1 min afterwards. Below, we restrict our analysis to the 15 s
following the onset of each call sequence. The results remain the same, however, if
the longer period is considered.

The order of presentation of contest and alarm wahoos for each subject was
randomly determined. All playbacks were separated by at least 4 d. Trials
involving the same female subject or the same male signaller were separated by at
least 1 wk.

Following each trial, a 45-min focal animal sample (Altmann 1974) was
conducted on the subject, and observers remained with the group for at least 1 h.

Data Analysis

We predicted that the subject would respond to playback sequences both by
orienting towards the concealed speaker and by scanning the area around them.
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We therefore scored six categories of responses: (1) latency to orient towards the
speaker, (2) latency to begin scanning in any direction, (3) duration of looking
towards the speaker, (4) duration of scanning, (5) latency to move at least 3 m
(this distance was chosen to exclude movements associated with feeding), and
(6) the duration of moving. All latency measures were calculated from onset of the
first wahoo in a sequence. We calculated duration measures by subtracting the
amount of time spent looking toward the speaker or scanning the area in the 15 s
prior to playback from the total amount in the 15 s after recording onset. We also
noted the behaviour and location of the subject’s dependent offspring, as well as
the occurrence of any alarm or contest wahoos during or within the hour
following the trial.

Results
Subjects’ Responses

During approximately 2880 h of observation, male alarm wahoos were heard
at an average rate of once every 48 h. However, males also produced alarm
wahoos at night, when leopard attacks are most common; so approximations
derived from day-time observations underestimate actual rates. Male contest
wahoos were produced at an average rate of once every 11.3 h of observation.
Again, however, these rates are underestimates, as males also gave contest wahoos
during pre-dawn choruses.

Although we did not gather systematic data on females’ responses to
naturally occurring wahoos, our observations suggested that females typically
responded to contest wahoos less strongly than to alarm wahoos. Indeed, they
often appeared to ignore or to orient only briefly to short bouts of contest wahoos
and only became vigilant or fled if calling rates escalated, calling was nearby, or
calling was accompanied by visible aggression. Conversely, alarm wahoos evoked
stronger responses, particularly if calling persisted or if one signaller was joined by
others. In such circumstances, females usually startled, oriented towards the
signaller, and often ran toward or into trees.

In playback experiments, the initial response of focal subjects, particularly
upon hearing alarm wahoos, was often a body shudder or ‘startle,” a cessation
in chewing, and an immediate sharp snap up of the head. Most subjects
immediately oriented towards the speaker (during seven of 12 contest and 10 of
12 alarm trials) and then rapidly scanned the area around them. Two subjects
immediately scanned the area opposite the speaker first, and then oriented
towards the speaker (during one contest and one alarm trial). Two other
subjects looked opposite the speaker briefly before resuming feeding (both
during contest trials). Finally, three subjects never looked up during two
contest and one alarm trial.

Overall, females responded more strongly to alarm wahoos than to contest
wahoos. Subjects’ latency to orient in the direction of the speaker was shorter
following playback of alarm wahoos than contest wahoos (Fig. 1; two-tailed
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Fig. 1: Latency to orient towards concealed speaker (a) and duration of orientation towards speaker
(b) by focal female baboons (n = 12) following playbacks of alarm and contest wahoos. Subjects who
failed to respond at all were scored as having a latency of 15 s

Wilcoxon signed ranks test: n = 8, 4 ties, T = 1, p < 0.02). Subjects’ latency to
scan the area in any direction was also shorter following playback of alarm wahoos
than contest wahoos, although not significantly so (Fig. 2; two-tailed Wilcoxon
signed ranks test: n = 11, 1 tie, T = 15,p > 0.10). Subjects looked directly toward
the speaker for a significantly longer period on average following alarm trials than
following contest trials (Fig. 1; Wilcoxon signed ranks test: n = 10, 2 ties, T = 3,
p < 0.01). Additionally, subjects scanned the area around them for a significantly
longer period on average following alarm trials than following contest trials (Fig. 2;
Wilcoxon signed ranks test: n = 12, T = 10, p < 0.05).

Only alarm wahoos caused females to flee; females ran or walked rapidly
away from the speaker in four of the 12 alarm trials (mean + SE latency:
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Fig. 2: Latency to onset of scanning (a) and duration of scanning (b) by focal female baboons
(n = 12) following playbacks of alarm and contest wahoos. Subjects who failed to respond at all were
scored as having a latency of 15 s

3.18 £ 1.25s; mean = SE duration: 10.35 £ 2.72's), but in none of the
12 contest trials (X? = 4.80, p < 0.05).

Dependent offspring were not on their mother’s back or stomach at playback
onset in 14 paired trials on seven females. These infants were either actively
retrieved or jumped onto their mother during five of the seven alarm trials but
during none of the seven contest trials (X7 = 7.97, p = 0.005). In two of the cases
when the subject fled, the subject’s infant was within 3 m of her at the time of
playback, and the infant ran to the subject and jumped onto her before she moved
away. In the other two cases when the subject fled, the infant was more than 3 m
away from the subject. After recording onset, these subjects ran towards their
infants and retrieved them before fleeing.
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Vocal Responses

Neither the female subject nor her dependent offspring produced any alarm
calls during the trials, nor did they produce any alarm calls within the hour
following the trials. Other group members, however, did vocalise during or
following three alarm and three contest trials. In all cases, the types of
vocalizations produced matched the category of calls broadcast during the
playback trial.

Specifically, several individuals produced alarm calls during two of the
alarm wahoo trials (in both cases, after the first call and before the second).
Similarly, following one contest trial, three males produced contest wahoos
(after the third call in the playback sequence and after the subject had finished
responding, but within the 15-s post-playback period). Additionally, within the
1-h post-playback period, alarm calls were heard within 10 min following one
alarm trial and a contest wahoo was heard within 1 min following one contest
trial. Finally, a male produced contest wahoos and also chased the male heard
signalling on the playback recording and several females within 2 min
following another contest trial.

We should note that in the three trials in which playbacks elicited vocal
responses within the 15-s post-playback period, the vocal response of other group
members occurred after subjects had begun their own response. Moreover,
removing these three trials on two females from the analysis (thus removing two
sets of paired trials) did not affect the results (two-tailed Wilcoxon signed ranks
test: duration of orientation towards speaker: n = 8§, 2 ties, T =2, p < 0.05;
duration of scanning: n = 10, T = 10, p = 0.08).

Discussion

Female baboons responded significantly more strongly to playbacks of male
alarm wahoos than to contest wahoos. Their latency to orient toward alarm
wahoos was shorter than their latency to orient toward contest wahoos, and they
oriented toward alarm wahoos for a significantly longer duration. Similarly, only
alarm wahoos caused subjects to flee. Alarm wahoos and contest wahoos,
therefore, appear to be functionally referential. Regardless of the mechanisms
underlying call production, listeners apparently used subtle variations in acoustic
cues to acquire information about different events in the environment (Cheney &
Seyfarth 1996, Seyfarth & Cheney 2003).

These results add to a growing body of evidence suggesting that baboon
listeners discriminate among subtypes of acoustically graded calls, although
discrimination may be less clear in the overlap arecas where call types intergrade.
In addition to distinguishing alarm from contest wahoos, female baboons
discriminate among typical, non-intermediate subtypes of barks (Fischer et al.
2001b) and grunts (Rendall et al. 1999).

Under natural conditions, females often flee and attempt to hide when males
become involved in aggressive contests. Their relatively weak responses to
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playbacks of contest wahoos in this study may have been due to several factors.
First, signallers in our experiments were long-term resident males who were
unlikely to be infanticidal. Secondly, under natural conditions females do not
respond strongly to contest wahoos unless they occur in the context of highly
conspicuous chases or escalated fights. In such circumstances, males produce
wahoos at high rates and in long bouts (Kitchen et al. 2003). In contrast, our
playback sequences consisted of only three calls, each separated by several
seconds. Finally, playbacks were conducted in the absence of prior aggressive
interactions or any visual cues of male aggression. As a result, while females
oriented toward most contest wahoos, they did not respond strongly to them.

It might be argued that subjects responded more strongly to alarm than to
contest wahoos not because alarm wahoos alert females to the proximity of a
predator but because they occur less often and are therefore more novel.
Although we cannot refute this argument entirely, it should be emphasized that
alarm wahoos are not rare, particularly when nocturnal calls are considered.
Moreover, because predation rates in this population are high (Cheney &
Seyfarth unpubl. data), there is a certainly strong selective pressure to
discriminate and attend to alarm calls. However, because both the functional
reference argument and the novelty argument predict that females will respond
more strongly to alarm than to contest wahoos, it is difficult to test precisely
between the two hypotheses.

The experiments presented here do not reveal the exact mechanism used
by subjects when responding to vocalizations. They do not indicate which
acoustic features are most salient to subjects nor do they reveal whether alarm
and contest wahoos elicit different responses because they prompt different
emotional reactions, trigger different memories of past events, provide
individuals with different sorts of information, or all of these (e.g. Premack
1972; Marler et al. 1992; Owren & Rendall 2001; Seyfarth & Cheney 2003).
Previous research has indicated that infant baboons require experience before
they can discriminate between females’ contact and alarm barks (Fischer et al.
2000). Similarly, through processes of association and perhaps also by
observing the responses of others, listeners attending to wahoos may learn
when to escape into trees to avoid predators, when to adopt cryptic positions
to avoid male aggression, and when it is safe to respond more weakly.

Because vocal production in non-human primates appears to be heavily
constrained by the control subjects have over the structure of their calls
(Jirgens 1995), listeners are under strong selective pressure to learn to
differentiate among calls that are very similar acoustically but associated with
markedly different events. Call rate clearly provides one means for listeners to
distinguish alarm from contest wahoos, as do contextual and visual cues.
Although the experiments presented here do not tell us exactly what
information individuals acquire when they hear an alarm or contest wahoo,
they do suggest that subjects discriminate between wahoo subtypes even when
call rate, amplitude, bout length, and contextual and visual cues are controlled.
It remains for future studies to determine whether females are equally skilled
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at distinguishing intermediate forms of wahoos, and whether they can
recognize the identities of individual signallers.

Acknowledgements

We are grateful to the Office of the President of the Republic of Botswana and the Botswana
Department of Wildlife and National Parks for permission to conduct this research. We thank
J. Fischer for providing some recordings and assisting with acoustic analysis. The tireless support
of J. Nicholson was essential to the project. M. Mokupi, M. Mpitsang, M. Kehaletse and
C. Seyfarth also provided invaluable assistance in the field. We also thank G. Dudley, L. Bester
Dudley, J. Rawle, C. McAllister, Game Trackers, Mack Air and Ensign Agencies for their
friendship and logistical support. Comments from two anonymous reviewers greatly improved the
manuscript. Research was supported by NSF grant IBN 9514001, NIH grant MH62249 and the
University of Pennsylvania. This research was reviewed and approved by the Animal Use and Care
Committee at the University of Pennsylvania.

Literature Cited

Altmann, J. 1974: Observational study of behavior: sampling methods. Behaviour 49, 227—265.

Bulger, J. & Hamilton, W. J. 1987: Rank and density correlates of inclusive fitness measures in a
natural chacma baboon (Papio ursinus) troop. Int. J. Primatol. 8, 635—650.

Cheney, D. L. & Seyfarth, R. M. 1996: Function and intention in the calls of nonhuman primates.
Proc. Brit. Acad. 88, 59—76.

Fischer, J. 1998: Barbary macaques categorize shrill barks into two call types. Anim. Behav. 55,
799—807.

Fischer, J. & Hammerschmidt, K. 2001: Functional referents and acoustic similarity revisited: the case
of Barbary macaque alarm calls. Anim. Cogn. 4, 29—35.

Fischer, J., Cheney, D. L. & Seyfarth, R. M. 2000: Development of infant baboon responses to female
graded variants of barks. Proc. R. Soc. Lond. B 267, 2317—2321.

Fischer, J., Hammerschmidt, K., Cheney, D. L. & Seyfarth, R. M. 2001a: Acoustic features of female
chacma baboon barks. Ethology 107, 33—54.

Fischer, J., Metz, M., Cheney, D. L. & Seyfarth, R. M. 2001b: Baboon responses to graded bark
variants. Anim. Behav. 61, 925—931.

Fischer, J., Hammerschmidt, K., Cheney, D. L. & Seyfarth, R. M. 2002: Acoustic features of male
baboon loud calls: influences of context, age, and individuality. J. Acoust. Soc. Am. 111,
1465—1474.

Gautier, J.-P. & Gautier-Hion, A. 1977: Communication in Old World monkeys. In: How Animals
Communicate (Sebeok, T., ed). Indiana Univ. Press, Bloomington, Indiana, pp. 890—964.
Gautier, J.-P. & Gautier-Hion, A. 1988: Vocal quavering: a basis for recognition in forest guenons. In:
Primate Vocal Communication (Todt, D., Goedeking, P. & Symmes, D., eds). Springer-Verlag,

Berlin, pp. 15—30.

Hamilton, W. J., Buskirk, R. E. & Buskirk, W. H. 1976: Defense of space and resources by chacma
(Papio ursinus) baboon troops in an African desert and swamp. Ecology 57, 1264—1272.

Hohmann, G. & Vogl, L. 1991: Loud calls of male Nilgiri langurs ( Presbytis johnii): age-, individual-,
and population-specific differences. Int. J. Primat. 12, 503—524.

Jirgens, U. 1995: Neuronal control of nonhuman and human primates. In: Current Topics in Primate
Vocal Communication (Zimmerman, E., Newman, J. D. & Jirgens, U., eds). Plenum, New York,
pp. 199—207.

Kitchen, D. M., Seyfarth, R. M., Fischer, J. & Cheney, D. L. 2003: Loud calls as indicators of
dominance in male baboons (Papio cynocephalus ursinus). Behav. Ecol. Sociobiol. (in press).
Marler, P. 1965: Communication in monkeys and apes. In: Primate Behavior (DeVore, 1., ed). Holt,

Rinehart & Winston, New York, pp. 544—584.
Marler, P. 1967: Animal communication signals. Science 157, 769—774.



412 D. M. Kitchen, D. L. Cheney & R. M. Seyfarth

Marler, P. 1976: Social organization, communication and graded signals: the chimpanzee and gorilla.
In: Growing Points in Ethology (Bateson, P. P. G. & Hinde, R. A., eds). Cambridge Univ. Press,
Cambridge, pp. 239—280.

Marler, P., Evans, C. S. & Hauser, M. D. 1992: Animal signals: Motivational, referential, or both? In:
Nonverbal Vocal Communication: Comparative and Developmental Approaches (Papousek, H.,
Jurgens, U. & Papousek, M., eds). Cambridge University Press, Cambridge, pp. 66—S86.

Owren, M. J. & Rendall, D. 2001: Sound on the rebound: bringing form and function back to the
forefront in understanding nonhuman primate vocal signaling. Evol. Anthropol. 10, 58—71.

Palombit, R., Cheney, D., Seyfarth, R., Rendall, D., Silk, J., Johnson, S. & Fischer, J. 2000: Male
infanticide and defense of infants in chacma baboons. In: Infanticide by Males and
its Implications (van Schaik, C. & Janson, C., eds). Cambridge University Press, Cambridge,
pp. 123—152.

Premack, D. 1972: Concordant preferences as a precondition for affective but not for symbolic
communication (or how to do experimental anthropology). Cognition 1, 251—64.

Rendall, D., Seyfarth, R. M., Cheney, D. L. & Owren, M. J. 1999: The meaning and function of grunt
variants in baboons. Anim. Behav. 57, 583—592.

Ross, K. 1987: Okavango: Jewel of the Kalahari. Macmillan, New York.

Seyfarth, R. M. & Cheney, D. L. 2003. Signalers and receivers in animal communication. Ann. Rev.
Psychol. 54, 145-173.

Seyfarth, R. M. & Cheney, D. L. 2003: Meaning and emotion in animal vocalizations. In: Emotions
Inside Out: 130 Years after The Expression of the Emotions in Animals and Man. Proc. of the New
York Academy of Sciences, New York (in press).

Steenbeek, R., Assink, P. & Wich, S. 1999: Tenure related changes in wild Thomas’s langurs II: loud
calls. Behaviour 136, 627—650.

Zuberbuhler, K., Noé, R. & Seyfarth, R. M. 1997: Diana monkey long distance calls: messages for
conspecifics and predators. Anim. Behav. 53, 589—604.

Zuberbuhler, K., Cheney, D. L. & Seyfarth, R. M. 1999: Conceptual semantics in a nonhuman
primate. J. Comp. Psych. 113, 33—42.

Received: June 25, 2002
Initial acceptance: December 15, 2002

Final acceptance: January 20, 2003 (J.-G. Godin)



