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A B S T R A C T

Testosterone affects physical and motivational states, both of which may strongly influence vocalization
structure and acoustics. The loud complex calls (i.e., songs) of male rock hyraxes (Procavia capensis) are used as
honest signals for advertising physical and social states. The snort, a low frequency, noisy element of the song,
encodes information on the singer's age and social rank via harshness, as measured by jitter (i.e., acoustic
frequency stability) and duration; suggesting that the snort concomitantly advertises both vocal stability and
aggression. Our past findings revealed that testosterone levels are related to both vocal elements and social status
of male hyraxes, suggesting that hormonal mechanisms mediate the motivation for aggressive and courtship
behaviors. Here we examined whether long-term androgen levels are related to snort acoustics and song
structure by comparing levels of testosterone in hair with acoustic and structural parameters. We found that
songs performed by individuals with higher testosterone levels include more singing bouts and longer, smoother
snorts, but only in those songs induced by external triggers. It is possible that hyraxes with higher levels of
testosterone possess the ability to perform higher-quality singing, but only invest in situations of high social
arousal and potential benefit. Surprisingly, in spontaneous songs, hyraxes with high testosterone were found to
snort more harshly than low-testosterone males. The context dependent effects of high testosterone on snort
acoustics suggest that the aggressive emotional arousal associated with testosterone is naturally reflected in the
jittery hyrax snort, but that it can be masked by high-quality performance.

1. Introduction

Androgens are crucial for the development of reproduction-related
behaviors (reviewed by Wingfield et al., 1990). In many vertebrate
taxa, male testosterone levels increase during the mating season (e.g.,
Girard-Buttoz et al., 2015; Johnston et al., 1994; Minter and DeLiberto,
2008), mediating sexual and territorial behavior and inducing ag-
gressive, as well as courtship displays (Ketterson and Nolan, 1992).
Changes in testosterone mediate the synchronization of vocalization in
displays of aggression and courtship. Thus, variation in testosterone can
be associated with acoustic and structural qualities. This behavioral-
motivational pathway is especially well-documented in association with
bird song (e.g., Alward et al., 2017b; Beani et al., 1995; Johnsen, 1998;

reviewed by: Harding, 2004; Ketterson and Nolan, 1992; Schlinger and
Brenowitz, 2017).

Testosterone also affects vocalization via an anatomical-physiolo-
gical pathway, in line with the source-filter theory (Fant, 1960; Taylor
and Reby, 2010; Titze, 2000). This theory suggests that acoustics are
shaped by the physical properties of both the vocal source (i.e., vocal
fold vibration frequencies) and filter (i.e., vocal tract morphology se-
lectively amplifying specific frequencies by resonance). The anatomical
and physiological effects of testosterone can be either direct or indirect.
Androgens affect vocalization directly by stimulating laryngeal devel-
opment (Beckford et al., 1985), through an increase in androgen re-
ceptor concentrations in the larynx (Saez and Sakai, 1976). Further-
more, it appears that testosterone targets brain regions that influence
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the laryngeal muscles controlling the fundamental frequency (i.e., the
lowest frequency of the emitted sound wave; Beani et al., 1995). Tes-
tosterone may also affect vocalization indirectly, by increasing body
size. Body size poses a major constraint on acoustic fundamental fre-
quencies (Charlton and Reby, 2016), and as testosterone stimulates
male body growth (Cox et al., 2009) the voice is indirectly affected.
Regardless of size, in multiple systems testosterone is associated with
voice pitch either inversely (e.g., human males; Dabbs and Mallinger,
1999) or directly (e.g., white-handed gibbons, Hylobates lar; Barelli
et al., 2013). Giant panda (Ailuropoda melanoleuca) bleats sounded by
males with higher testosterone are longer and have higher fundamental
frequency modulation rates (Charlton et al., 2011b). High modulation
may be due to stiffer vocal-fold ligaments, caused by a high collagen-to-
elastin ratio that is mediated by testosterone (Fischer and Swain, 1980).
Thus, in animal communication, calls can potentially be used as honest
indicators of circulating testosterone concentrations. Information on
male testosterone levels is significant for both male and female con-
specifics (Charlton et al., 2011a; Demartsev et al., 2016a), as high
testosterone is related to competitive achievement (Zielinkski and
Vandenbergh, 1993) and sperm count (Johnston et al., 1994; Kishk,
2008).

Rock hyraxes (Procavia capensis) are one of a few mammal species
that use singing to advertise male quality. Before and during the mating
season, males produce a loud complex call (i.e., a song) composed of
three elements, arranged in singing bouts (Koren and Geffen, 2009a).
Our past findings suggest that males that sing more have higher tes-
tosterone levels (Koren, 2006), and that testosterone levels are related
to social status (Koren et al., 2006). As multiple structural and acoustic
cues contain information on age and social status (Koren and Geffen,
2009a; Weissman et al., 2019), hyrax songs may serve as an adver-
tisement for singer quality (Demartsev et al., 2014; Ilany et al., 2013).
Age, social status, and residency may all reflect on individual quality in
the hyrax. Longevity holds survival skills and experience, and resident
males have access to the more experienced mothers in the group (Bar-
Ziv et al., 2016). The snorts, which are low frequency, noisy elements
within complex hyrax songs (Fig. 1), encode information on the singer's
physical and social state via harshness, as measured by jitter (i.e., wa-
veform frequency stability) and length (Weissman et al., 2019). Ma-
nipulating these parameters in playback experiments influenced con-
specific responses. We theorized that while low harshness may indicate
a longer vocal tract and therefore a larger individual, elevated acoustic
harshness may signal aggression.

We have found that hyrax snort harshness constitutes a unique
channel for information transfer (Weissman et al., 2019). No previous
studies have found a significant association between vocal harshness
and either dominance and age of adult animals (e.g., Briefer et al.,
2010; Stoeger et al., 2014) or testosterone levels (Charlton et al.,
2011b). We have previously found that testosterone is connected to
singing behavior and acoustics in hyraxes (Koren and Geffen, 2009a). In
the present study, we assess the hormonal effects that mediate mor-
phology, motivation for aggressive, and courting behavior, along with
the social context of these behaviors, as expressed in the acoustics and
structure of male hyrax songs.

To understand these associations, we examined the relationship
between long-term integrated hair testosterone levels and hyrax snort
acoustics (i.e., harshness and length). We predicted that these acoustic
parameters would provide information on the singer's testosterone le-
vels to listening conspecifics, who may associate acoustic factors with
the cumulative effects of testosterone on morphology and behavior. Our
predictions stemmed from the findings that testosterone stimulates
body growth (Cox et al., 2009), specifically in the larynx (Beckford
et al., 1985), and that vocal harshness has been shown to decrease with
body size in both hyraxes (Weissman et al., 2019) and developing
harbor seal (Phoca vitulina richardii) pups (Khan et al., 2006). Ad-
ditionally, testosterone is known to positively affect element length and
overall singing time in birds (e.g., canaries, Serinus canaria; Alward

et al., 2017a, 2017b), and mammals (e.g., giant pandas; Charlton et al.,
2011b). Therefore, we expected that as testosterone level increases,
snorts will become longer and smoother and that whole songs will be
extended.

Finally, we examined how the snort elements varied according to
song context. Hyrax singing events may be induced by external occur-
rences such as a singing conspecific, an approaching predator, or pup
alarm calls; but the majority of songs (~75% of recorded events) are
performed spontaneously with no evident outer trigger. Both bachelor
and resident males sing either type of song (i.e., induced and sponta-
neous). As induced songs tend to be longer and more complex
(Demartsev et al., 2014), hyraxes may be taking advantage of arousing
situations, in which conspecifics are alert and listening (Ilany et al.,
2011). Thus, we expected that differences in singing quality linked to
testosterone levels would be more accentuated in induced songs, as
hyraxes would make a stronger effort to perform at their best in these
occasions.

2. Material and methods

2.1. Field procedures

We have been monitoring free-living groups of rock hyraxes as part
of an ongoing study since 1999 in the Ein Gedi nature reserve, a desert
oasis located on the western shores of the Dead Sea, Israel (31° 27′ N,
35° 23′ E). Rock hyrax groups comprise several females and a single
mature (resident) male (Rubsamen et al., 1982). Other males (bache-
lors), live in the vicinity of groups; and although not socially bound to
them, interact with the group members (Barocas et al., 2011). We
trapped hyraxes annually using live box traps (Tomahawk Live Trap Co,
Tomahawk, WI, USA), weighed and measured them, and acquired hair
samples for steroid measurements, using scissors or electric beard
trimmers. Animals were individually marked for external identification
using collars (5 g; only for adults) and earrings. One of six focal groups
was daily randomly selected for observation, four or five days a week,
throughout the field season (March–August). We used a telescope (×50
and ×75 magnifications; Fieldscope ED82, Nikon, Japan) and bino-
culars (10× 42; Monarch, Nikon, Japan) to observe the presence and
behavior of focal individuals (Ilany et al., 2011; Koren and Geffen,
2011, 2009a).

2.2. Vocal recording and acoustic analysis

During observations, male songs were recorded using a Sennheiser
ME 67 shotgun microphone (frequency response 50–20,000 Hz), pow-
ered by a Sennheiser K6 module and covered with a Sennheiser
MZW70-1 blimp widescreen (Sennheiser Electronic GmbH & Co. K. G.,
Wedemark, Germany). The microphone was mounted on a tripod or
handheld using a MZS20-1 shock-mount with a pistol grip. The songs
were recorded in mono (Marantz PMD-222 cassette recorder, Marantz,
Japan or Tascam HD-P2 digital audio recorder Tascam Corporation,
USA) with a sampling frequency of 48 kHz and a sampling width of 24
bits (Demartsev et al., 2014; Ilany et al., 2011).

Our data relate to males for which we had both hair samples and
audio recordings including snorts in the same year. From this data-set,
we randomly selected songs that contained snorts for each male and
sought to analyze a minimum of five snorts from a minimum of two
songs per male and year, though not all hair samples had more than one
matching song. When data from multiple songs were analyzed, songs
from different months were included in order to present a wide time
frame along the season. If more than two snorts occurred in a single
bout, we analyzed the first and last snorts to represent the bout.

We used the same songs previously used by Demartsev et al. (2014)
and by Weissman et al. (2019). We manually detected snorts using the
Avisoft SAS Lab Pro software (version 5.2.07; Avisoft Bioacoustics,
Berlin, Germany). Snorts are composed of a series of consecutive pulses
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(Fig. 1), that are not evenly spaced in time and may differ in amplitude.
These variations are measured by jitter (variation of pulse duration; Eq.
(1)) and shimmer (variation of maximal pulse amplitude; Eq. (2)) re-
spectively (Farrús and Hernando, 2009). Pulses were detected using
Avisoft's Pulse Train Analysis tool when possible, or manually. For each
snort, we calculated the following seven variables: number of bouts in
the song, snort length (seconds), number of pulses, mean interval length
between pulses (seconds), mean amplitude (standardized separately
within each snort relatively to the maximum amplitude), jitter, and
shimmer (Eqs. (1) and (2))). The latter two were used separately as they
are not necessarily correlated, and each captures a different aspect of
vocal instability. We excluded from the analysis snorts with<4 pulses
because such short snorts would not permit a reliable estimation of
jitter and shimmer parameters.
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A is the peak amplitude of pulse i, T is the time interval between the
peak amplitude of pulse i and the peak amplitude of pulse i+1, and N
is the number of pulses in each given snort (Fig. 1). Higher values

indicate greater variation in peak amplitudes and intervals between
pulses and are perceived as sounding harsher by the human ear. Lower
values indicate more even peak amplitudes and intervals between
pulses, and are perceived as smoother sounds. Both jitter and shimmer
were calculated using MATLAB (version R2015a Natick, Massachusetts:
The MathWorks Inc., 2010).

2.3. Steroid measurements

We quantified testosterone in hyrax hair. Hair-testing has several
advantages over blood or fecal sampling. First, hair is collected with
scissors or shaved, making the procedure relatively quick and non-in-
vasive compared to blood sampling, which may necessitate anesthesia.
Second, hair can be kept for many years and does not require freezing
(Webb et al., 2010; Wilson et al., 2013). Finally and most importantly,
as free hormones from the bloodstream are embedded in the hair as it
grows, samples provide a long-term profile of integrated steroid levels,
unaffected by the momentary stress of capture or diurnal changes
(Schell et al., 2017). To avoid differences in quality and growth prop-
erties that may affect steroid levels in hair, hair samples were collected
from the same body region on all animals, the back of the upper thigh.
For this study, we used hair samples collected annually from 20 in-
dividual males between 2002 and 2012. We analyzed a total of 30 hair
samples from males whose songs included snorts in the specific year.

Fig. 1. A typical bout from a male rock hyrax song includes wails and chucks, and occasionally one or more snorts (sonogram; a). The snort is formed by a series of
consecutive pulses (sonogram and waveform; b). Pulse frequency (Ai) and pulse maximal amplitude (Ti) vary. Amplitude units are schematic. Figure was adapted
from Weissman et al. (2019).
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Hair testosterone was extracted and quantified using protocols
previously described in Koren and Geffen, (2009b). Briefly, prior to
testosterone extraction, hair samples were washed in isopropyl alcohol
(Sigma-Aldrich Israel LTD, Rehovot, Israel) while gently shaking (twice
for 3min; 100 RPM). Hair was dried and either ground (25 Hz, 200MM,
Retsch, Germany) or left whole, depending on the year. Testosterone
was extracted by sonicating 20mg hair samples (weighed to the nearest
0.01mg by electronic balance; BJ610c, Precisa, Switzerland) with
methanol (1 ml, 30min; Sigma-Aldrich Israel LTD, Rehovot, Israel)
followed by incubation with shaking (50 °C, 130 RPM, 20 h). Methanol
was then decanted and evaporated with nitrogen at 45 °C. Extracts were
reconstituted with the zero standard that was provided with the com-
mercial ELISA kit (EIA-1559, DRG International Inc.). Samples were run
in duplicates following the kit protocol, which had been previously
validated for hyrax hair (Koren et al., 2008, 2006; Koren and Geffen,
2009a, 2009b). The intra-assay variability for six duplicates of the
hyrax hair pool run on a single plate was 4.09%. Duplicates of the pool
quantified on different days gave an inter-assay coefficient of variation
of 7.08%. Serial dilutions of the pool showed parallelism with the
provided kit standards (univariate analysis of variance in SPSS;
P=0.356), and linearity was demonstrated between 5 and 40mg hair.
Recovery was calculated to be 101.9% through the addition of a known
amount of testosterone to the pool.

2.4. Statistical methods

To evaluate whether long-term testosterone has a significant effect
on each of the above seven snort variables, we used linear mixed
models. We set each of the snort parameters as the dependent variable
in the model, male residency status (i.e., resident or bachelor); and the
singing context (i.e., induced or spontaneous) as the fixed effects (these
have been shown to affect acoustics and structure of hyrax song, as well
as reply probability (Demartsev et al., 2017, 2016b; Ilany et al., 2011;
Weissman et al., 2019)); hair testosterone level (standardized by year)
and body weight (tight proxy for male age) as covariates; and male
identity as a random effect. Although snort length is correlated with the
number of pulses, because the variation in the number of pulses

between snorts could affect estimation of the interval length between
pulses, the mean amplitude, jitter, and shimmer, and thus be used to
assess snort quality, we also added the number of pulses as an addi-
tional covariate in these models. All models were fitted by the REML
approach using JMP (version 13.1; SAS Inc.), and the exact probability
of each effect was calculated by randomizations in the R environment
using the package “pgirmess” (http://perso.orange.fr/giraudoux). Ef-
fect size was expressed as total effect, an index showing the relative
contribution of each factor both alone and in combination with other
factors. The total effect is calculated using a Monte Carlo sampling, a
procedure that estimates the importance of factors in a model in-
dependently of the model type or fitting method (Saltelli, 2002).

2.5. Ethics

Permits for capturing and handling the hyraxes at the Ein Gedi
Nature Reserve were obtained from the Israeli Nature and Parks
Authority (2000/8871, 2001/8871, 2002/14674, 2003/14674, 2004/
17687, 2005/17687, 2007/27210, 2008/31138, 2009/32871, 2010/
37520, 2011/38061, 2012/38400). No observable long-term stress or
other interference effects were detected in individual animals or in the
overall study population. The population in the research area remained
stable for the duration of our long-term study (Barocas et al., 2011).

3. Results

Altogether, we analyzed 267 snorts taken from 46 songs that were
performed by 20 different male hyraxes during 2002–2012. Of these, 28
songs, including 181 snorts, were induced, and 18 songs, including 86
snorts, were spontaneous. On average (± SD; range), we analyzed 5.8
(± 7.1; 1–46) snorts from 2.3 (± 1.2; 1–5) songs from each male. All
snorts had associated data on the singer's hair testosterone and body
weight, collected during the same year in which the song was recorded.

First, we examined whether male residency status, singing context,
hair testosterone levels, and the two-way interactions between the fixed
effects and hair testosterone levels, affected the number of bouts in the
song, snort length, and the number of pulses in the snort. In all three
models, we detected a significant interaction between singing context
(i.e., induced or spontaneous) and testosterone level (Table 1, Fig. 2).
Number of bouts in a song (coefficient estimate= 14.6, P < 0.001),
snort length (estimate= 1.5, P= 0.004), and number of pulses in a
snort (estimate= 0.01, P=0.021) increased in induced songs with the
increase in hair testosterone level (Fig. 2). In contrast, the number of
bouts in a song (estimate=−3.0, P= 0.262), snort length (esti-
mate=−0.5, P=0.484), and number of pulses in a snort (esti-
mate=−0.005, P=0.310) in spontaneous songs did not change by
the increase in hair testosterone level. Male residency status and body
weight showed no significant effect on the above dependent variables
(Table 1). However, the number of pulses tended to increase in re-
sidents (estimate= 1.1, P=0.027), but not to change in bachelors
(estimate=−0.9, P=0.360), with the increase in testosterone levels
(P= 0.059; Table 1).

The number of pulses in a snort negatively correlated with the va-
lues of shimmer, jitter, mean snort amplitude, and mean pulse interval
(Table 2). In addition, we detected a significant interaction between
singing context and testosterone levels only in jitter (P=0.001;
Table 2, Fig. 3). In the induced songs, the jitter decreased with the rise
in testosterone level (estimate=−0.0002, P= 0.020), whereas in the
spontaneous songs jitter increased with the rise in testosterone level
(estimate= 0.0004, P= 0.005). Hair testosterone level did not corre-
late with shimmer, mean snort amplitude, or mean pulse interval
(Table 2). Jitter tended to be higher in residents than in bachelors
(P= 0.054; Table 2). Finally, body weight only correlated with the
mean interval duration, which significantly increased with the increase
in body weight (P= 0.002; Table 2).

Table 1
The effect (model estimate, F(1,df), P) of male residency status (MRS; resident or
bachelor male), singing context (MSC; induced or spontaneous songs), long-term
testosterone levels (T, standardized by year), and body weight (BW) on the
number of bouts in the male song, snort length, and number of pulses in the
snort. Effect size is presented as total effect.

Model Estimate F df P Total effect

Number of bouts/song
MRS −0.735 0.0 22 0.881 0.343
MSC 0.038 0.0 260 0.969 0.547
T −0.775 0.0 27 0.873 0.871
MRS*T 4.267 1.1 23 0.297
MSC*T 5.194 22.2 259 <0.001
BW 7.688 1.1 240 0.282 0.109

Snort length
MRS −0.011 1.4 22 0.185 0.287
MSC 0.019 15.7 159 <0.001 0.427
T −0.010 1.2 35 0.246 0.387
MRS*T −0.011 2.0 34 0.127
MSC*T 0.009 4.6 202 0.033
BW 0.037 2.7 48 0.096 0.158

Number of pulses/snort
MRS −0.190 0.0 22 0.835 0.289
MSC 2.106 14.0 148 <0.001 0.531
T −1.028 1.0 35 0.297 0.592
MRS*T −1.649 3.3 35 0.059
MSC*T 1.321 7.0 196 0.009
BW −2.311 0.8 42 0.348 0.055

Statistically significant parameters are marked in bold.
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4. Discussion

4.1. Physiological effects

The combination of acoustic analysis with behavioral observations
and long-term testosterone measurements, indicated that hyraxes with

Fig. 2. The interaction between song context (induced vs. spontaneous songs)
and testosterone levels in number of bouts per song (a: Pinduced < 0.001,
Pspontaneous=0.262), snort length (seconds; b: Pinduced=0.004,
Pspontaneous=0.484) and number of pulses per snort (c: Pinduced=0.021,
Pspontaneous=0.310). Gray areas denote 95% confidence intervals. Levels of
testosterone were standardized by year.

Table 2
The effect (β, F(1,df), P) of male residency status (MRS), singing context (MSC),
number of pulses per snort (NPulses), body weight (BW), and long-term testos-
terone levels (T; standardized by year) on snort shimmer, snort jitter, mean
snort amplitude, and mean interval duration between pulses. Effect size is
presented as total effect.

Model Estimate F df P Total effect

Shimmer
MRS 0.046 0.1 15 0.769 0.005
MSC 0.122 2.2 138 0.129 0.039
T 0.179 1.5 24 0.191 0.141
MRS*T −0.007 0.0 24 0.956
MSC*T −0.049 0.5 173 0.469
NPulses −0.052 35.2 259 <0.001 0.762
BW −0.412 1.2 30 0.217 0.061

Jitter
MRS −2.9e-4 3.5 17 0.054 0.292
MSC 6.4e-5 0.5 132 0.499 0.271
T −6.2e-5 0.2 27 0.687 0.396
MRS*T −1.9e-4 1.8 28 0.172
MSC*T −3.1e-4 14.5 171 0.001
NPulses −4.6e-5 19.7 259 <0.001 0.418
BW 1.8e-4 0.2 28 0.649 0.009

Mean amplitude
MRS −1.254 2.8 22 0.103 0.047
MSC −2.176 10.2 18 0.002 0.138
T −0.385 0.2 38 0.705 0.012
MRS*T 0.188 0.1 21 0.661
MSC*T 0.233 0.2 169 0.770
NPulses −0.483 30.4 40 <0.001 0.791
BW −2.112 1.2 2 0.508 0.021

Mean interval duration
MRS −9.1e-4 2.7 22 0.076 0.168
MSC 3.3e-4 1.6 205 0.183 0.050
T −2.5e−4 0.2 33 0.623 0.057
MRS*T 1.7e-4 0.1 30 0.709
MSC*T −2.8e-4 1.5 223 0.212
NPulses −1.1e-4 18.1 255 <0.001 0.302
BW 3.8e-3 8.6 71 0.002 0.474

Fig. 3. The interaction between song context (i.e. of induced and spontaneous
songs) and testosterone levels in snort jitter (Pinduced=0.020,
Pspontaneous=0.005). Gray areas denote 95% confidence intervals. Values of
testosterone are standardized by year.
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higher testosterone levels might be more skilled singers. When songs
were induced by events that alerted conspecifics, high testosterone
singers demonstrated a superior performance: structurally, by in-
creasing the number of singing bouts in each song; and acoustically, by
increasing the duration of snorts. Moreover, longer snort duration is not
achieved by performing slower snorts (i.e., exhaling less air) but, rather,
by maintaining the typical pulse rate for an extended period of time.
This enhanced performance may require larger lungs, or the ability to
increase the inhaled air volume while controlling vocal stability. Thus,
the ability to sing more bouts and to elongate snorts may be due to of
the physical attributes that are influenced by testosterone such as body
size (Cox et al., 2009), rib cage size, or the direct effect of testosterone
on the larynx itself (Beckford et al., 1985), through its androgen re-
ceptors (Saez and Sakai, 1976). The enhanced performance seen in
induced songs may be due to an increased effort made by these males to
advertise themselves in situations in which conspecifics are more alert
and will pay more attention to a message that might otherwise have
gone unnoticed (Demartsev et al., 2014; Ilany et al., 2011). Hence, it
seems that even for hyraxes possessing the physical capabilities to sing
higher-quality songs, doing so is costly and perhaps not wasted on
spontaneous songs.

4.2. Behavioral-motivational effects

An alternative but not mutually exclusive explanation may be that
the performance of longer elements and songs is due to the higher
motivation for courtship and aggressive behavior associated with tes-
tosterone (Charlton et al., 2011b), as high arousal was shown to induce
the production of longer and more numerous vocal elements (Rendall,
2003). Furthermore, we detected these effects solely in induced songs
that were emitted in situations of high excitement. In these situations,
the behavioral-motivational effects of testosterone may be more
strongly expressed due to higher arousal. Thus, the enhanced perfor-
mance displayed in induced songs may not be due to an advertisement
effort but, rather, by a situation of higher behavioral motivation,
whether the context of singing is that of conspecific aggression or fe-
male courtship behavior. Interestingly, an opposite pattern was found
in the green tree frog (Hyla cinerea, Burmeister and Wilczynski, 2001),
in which higher testosterone levels stimulated males to call sponta-
neously, whereas no effect of testosterone was seen in induced songs.
Perhaps all frogs have the capability to produce higher-quality calls, but
only individuals with high testosterone have the stamina to make the
effort in spontaneous calls. These findings are supported by the effects
of androgens observed in males of various vertebrates, which affect
length of elements and singing duration, rate of singing, and the
acoustic frequency of calls (e.g., gray partridge, Perdix perdix, Beani
et al., 1995; red-winged blackbird, Agelaius phoenicus, Johnsen, 1998;
canary, Alward et al., 2017a, 2017b; Alston's singing mouse, Scotinomys
teguina, Pasch et al., 2011; chimpanzee, Pan troglodytes, Fedurek et al.,
2016; giant panda, Charlton et al., 2011b).

Regarding acoustic harshness, we found that jitter increased with
elevated testosterone in spontaneous songs but decreased in induced
songs. Acoustic harshness in vocalizations can range from nonlinear
phenomena, in which there is no detectible frequency or amplitude
trend in the sound wave, to slight harshness or roughness due to fre-
quency or amplitude instability in a linear wave form (Titze, 2000).
Given that hyraxes with elevated testosterone attempt, have the ability,
or are strongly motivated to perform higher-quality songs in induced
singing, it is not surprising to find that individuals with higher testos-
terone levels demonstrated higher vocal control in these songs. How-
ever, such an explanation does not fit our findings for spontaneous
songs in which higher testosterone seemingly caused vocal instability.
These apparently contradicting results lead us to speculate regarding
alternative explanations that may uncover the underlying mechanism
behind these phenomena.

4.3. Emotional effects

We previously noted two effects of testosterone on call acoustics: the
physiological and the motivational. Here we suggest a third type of
effect, the emotional-arousal aspect. We theorize that the higher ag-
gressive arousal of hyraxes with higher testosterone levels may be re-
flected in snorts as high jitter, as the emotional state of a vocal per-
former may affect the acoustics of its vocalization. Morton (1977)
contended that across taxa, calls in appeasing circumstances tend to be
high and tonal, whereas typically aggressive calls are low and harsh.
Although widely debated and criticized, these rules present a trend
found in acoustic repertoires of many mammals (August and Anderson,
1987) and birds (e.g., the African penguin, Spheniscus demersus; Favaro
et al., 2014). Moreover, vocal harshness increases in intensity and rate
with arousal. For example, the fraction of non-linear phenomena in
meerkat (Suricata suricatta) alarm calls rises with the level of urgency
(Manser, 2001). Levels of jitter in African elephants (Loxodonta afri-
cana), rhesus macaques (Macaca mulatta), and human vocalizations are
good predictors of the intensity of emotional arousal (Fuller et al.,
1992; Li et al., 2007; Soltis et al., 2005). As vocalizations are controlled
by neural mechanisms linked to the autonomous nervous system, si-
tuations of high arousal result in a reduction in vocal control, resulting
in harsh-sounding calls (the polyvagal theory; Porges, 2001). Thus, the
acoustic qualities of a call can serve as a reliable signal of the emotional
state of the caller.

Given that the snort is a low and harsh sound, while other song
elements are tonal and high, in accordance with Morton's motivational-
structural rules, it is likely that the snort in itself expresses aggression
and that this aggression is reflected acoustically as high jitter in snorts.
Therefore, hyraxes with higher testosterone, who are in a higher ag-
gressive-arousal state, use harsher snorts in spontaneous songs. The
correlation between snort harshness and testosterone in spontaneous
songs also fits our previous findings that the snort element is related to
social status (Koren and Geffen, 2009a; Weissman et al., 2019) and that
the snorts of higher ranked males have higher jitter (Weissman et al.,
2019). We have also shown previously that higher ranked male hyraxes
have higher testosterone levels (Koren et al., 2002; Koren and Geffen,
2009b). Since hierarchy is often determined by agonistic interactions
(as in our system, using David's score (Gammell et al., 2003)), higher-
ranked males are expected to have higher testosterone levels (Mazur
and Booth, 1998). The triangular connection between testosterone,
aggressive behavior, and social status is well established (reviewed by
Eisenegger et al., 2011), as documented in fish (e.g. Astatotilapia bur-
toni, Maruska and Fernald, 2018), birds (e.g. potted antbirds Hylophylax
naevioides, Hau et al., 2000; reviewed by Soma, 2006), and mammals
(e.g., rats, Bernhardt, 1997; African wild dogs, Lycaon pictus, Creel
et al., 1997; olive baboons Papio anubis, Sapolsky, 1982).

In line with our results on snort length and the number of bouts, we
have explained that jitter decreases as testosterone levels increase in
induced songs, as part of an overall elevated performance, advertising
vocal control ability. It is also possible, however, that the source of the
major vocal instability in induced songs is fear rather than aggression.
Vocal harshness is not limited to aggressive calls but is found in a range
of calls sounded in situations of high inner arousal (e.g., anxiety, fear,
anger, happiness) in animals (Blumstein et al., 2008; Owren and
Rendall, 2001) and humans (Whiteside, 1998). Answering a con-
specific's song means engaging in a vocal confrontation, with the po-
tential to escalate into a physical combat. High levels of testosterone are
related to risk-taking (Carney et al., 2010; Ronay and Von Hippel, 2010;
Stanton et al., 2011) and competitive behavior (Carré and McCormick,
2008; Zielinkski and Vandenbergh, 1993). Therefore, individuals with
elevated testosterone levels may be less fearful of a confrontation. The
high levels of jitter found in the induced snorts of low testosterone
males may reflect their state of fear or excitement when they confront a
conspecific. Morgan et al. (2004) suggested that hormones may affect
behavior differently depending on context of action or fear, thus
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optimizing the animal's response to given situations. Our suggested
mechanism for context dependent effect of testosterone on snort
harshness, may provide a plausible explanation for such a process.

Our results indicate that calls sounded in situations of high arousal
share a similar acoustic structure, whether they are reflecting states of
aggression or fear. Therefore, in order to effectively assess the acoustic
data, listening conspecifics must also rely on external cues for con-
textual information. Recent findings show a similar phenomenon in
humans vocalizations, where calls of intense fear are non-distinguish-
able from calls of intense happiness, when external contextual data is
not available (Atias et al., 2018). Comparably, our results show that
testosterone levels affect snort acoustics differently between residents
and bachelors, and therefore listeners would have to consider the sig-
naler's status when decoding the acoustic information. Hyraxes likely
compile multiple signals, to form a cognitive impression of the singing
that they hear (Koren and Geffen, 2009a). Since individual identity is
also communicated through hyrax songs (Koren and Geffen, 2011), we
cannot rule out that the social status and other singer attributes are
known to most of the listeners. This is especially true for a relatively
isolated population like that of Ein Gedi.

Previously, non-human mammalian androgen levels were asso-
ciated with physiological and motivational aspects of vocalizations,
reflected in vocal pitch, call length, and call frequency (e.g., Charlton
et al., 2011b; Fedurek et al., 2016). However, androgen levels have not
been linked to emotional aspects, or detected in vocal harshness. To the
best of our knowledge, our results are the first to show that information
regarding an individual's androgen levels is encoded via the acoustic
harshness of its vocalizations. Hyraxes react to snort length and
harshness in playback experiments (Weissman et al., 2019). It is pos-
sible that, listening conspecifics, both potential rival males and mates,
can associate acoustic factors with the collective effects of testosterone
on physiology, behavior, and emotional arousal, including reproductive
quality, body size, fighting motivation, and fear.

Charlton et al. (2011b) found that in male pandas with higher tes-
tosterone levels, bleats had higher frequency modulation rates. This has
been hypothesized to be caused by high collagen\elastin ratios that are
mediated by testosterone (Fischer and Swain, 1980), resulting in stif-
fened vocal-fold ligaments, and causing vocal instability. Despite the
possible explanation of high hyrax snort jitter in spontaneous songs
being caused by high collagen\elastin ratios, this hypothesis is con-
tradicted by the stabilizing effect of high testosterone that we observed
in induced songs. In line with our hypothesis, an alternative explana-
tion for Charlton's results could be that vocal instability in panda bleats
is caused by high testosterone via an emotional pathway.

4.4. Synthesis

Testosterone has a wide array of influences that can be divided into
three categories: physiological aspects such as laryngeal and body
growth; motivational aspects such as courtship and risk-taking be-
haviors; and emotional aspects such as fearful or aggressive arousal. In
this study, we found that these three aspects may all be expressed in
hyrax songs. Physiological effects increase acoustic abilities, allowing
hyraxes to maintain high quality snort structures (i.e., pulse density) for
a longer period of time. Behavioral-motivational effects induce hyr-
axes to express their ability to produce high-quality snorts, and to add
more bouts to each song. Emotional effects, expressed as acoustic
harshness, are high in both aggressive high-testosterone individuals in
spontaneous songs, and in fearful low-testosterone individuals in in-
duced songs. Our findings demonstrate the multifaceted effects of tes-
tosterone, all expressed in the complex acoustics of a single element in
the rock hyrax song, transmitting important information on androgen
levels to conspecifics via multiple parallel pathways.

Acknowledgments

We are grateful for the professional advice received from Nori
Jacobi, Noam Amir, and Ofer Amir, and to Naomi Paz for her editorial
services. We wish to thank the Ein Gedi Nature Reserve and the Ein
Gedi Field School staff for their hospitality and logistic support. Our
long-term research was supported by five consecutive grants from the
Israel Science Foundation (577/99, 488/05, 461/09, 550/14, 767/16),
and YW was supported by a Bar-Ilan University Presidential PhD
scholarship. The first author (YW) dedicates this manuscript in loving
memory of his father, Haim G. Weissman (1961–2018) who supported
and encouraged him along the way. The MATLAB script used in this
study was written with his insightful help.

Declaration of Competing Interest

The authors declare no competing interests.

References

Alward, B.A., Balthazart, J., Ball, G.F., 2017a. Dissociable effects on birdsong of androgen
signaling in cortex-like brain regions of canaries. J. Neurosci. 37, 8612–8624.
https://doi.org/10.1523/jneurosci.3371-16.2017.

Alward, B.A., Rouse, M.L., Balthazart, J., Ball, G.F., 2017b. Testosterone regulates bird-
song in an anatomically specific manner. Anim. Behav. 124, 291–298. https://doi.
org/10.1016/j.anbehav.2016.09.013.

Atias, D., Todorov, A., Liraz, S., Eidinger, A., Dror, I., Maymon, Y., Aviezer, H., 2018.
Loud and unclear: intense real-life vocalizations during affective situations are per-
ceptually ambiguous and contextually malleable. J. Exp. Psychol. Gen. https://doi.
org/10.1037/xge0000535.

August, P.V., Anderson, J.G.T., 1987. Mammal sounds and motivation-structural rules: a
test of the hypothesis. J. Mammal. 68, 1–9.

Barelli, C., Mundry, R., Heistermann, M., Hammerschmidt, K., 2013. Cues to androgens
and quality in male gibbon songs. PLoS One 8 (12), e82748. https://doi.org/10.
1371/journal.pone.0082748.

Barocas, A., Ilany, A., Koren, L., Kam, M., Geffen, E., 2011. Variance in centrality within
rock hyrax social networks predicts adult longevity. PLoS One 6, 1–8. https://doi.
org/10.1371/journal.pone.0022375.

Bar-Ziv, E., Ilany, A., Demartsev, V., Barocas, A., Geffen, E., Koren, L., 2016. Individual,
social, and sexual niche traits affect copulation success in a polygynandrous mating
system. Behav. Ecol. Sociobiol. 1–12. https://doi.org/10.1007/s00265-016-2112-4.

Beani, L., Panzica, G., Briganti, F., Persichella, P., Dessì-Fulgheri, F., 1995. Testosterone-
induced changes of call structure, midbrain and syrinx anatomy in partridges.
Physiol. Behav. 58, 1149–1157. https://doi.org/10.1016/0031-9384(95)02060-8.

Beckford, N.S., Schaid, D., Rood, S.R., Schanbacher, B., 1985. Androgen stimulation and
laryngeal development. Ann. Otol. Rhinol. Laryngol. 94, 634–640.

Bernhardt, P.C., 1997. Influence of serotonin and testosteronein aggression and dom-
inance: convergance with social psychology. Curr. Dir. Psychol. Sci. 6, 44–48.

Blumstein, D.T., Richardson, D.T., Cooley, L., Winternitz, J., Daniel, J.C., 2008. The
structure, meaning and function of yellow-bellied marmot pup screams. Anim. Behav.
76, 1055–1064. https://doi.org/10.1016/j.anbehav.2008.06.002.

Briefer, E.F., Vannoni, E., Mcelligott, A.G., 2010. Quality prevails over identity in the
sexually selected vocalisations of an ageing mammal. BMC Biol. 1–15. https://doi.
org/10.1186/1741-7007-8-35.

Burmeister, S.S., Wilczynski, W., 2001. Social context influences androgenic effects on
calling in the green treefrog (Hyla cinerea). Horm. Behav. 40, 550–558. https://doi.
org/10.1006/hbeh.2001.1723.

Carney, D.R., Cuddy, A.J.C., Yap, A.J., 2010. Power posing: brief nonverbal displays af-
fect neuroendocrine levels and risk tolerance. Psychol. Sci. 21, 1363–1368. https://
doi.org/10.1177/0956797610383437.

Carré, J.M., McCormick, C.M., 2008. Aggressive behavior and change in salivary testos-
terone concentrations predict willingness to engage in a competitive task. Horm.
Behav. 54, 403–409. https://doi.org/10.1016/j.yhbeh.2008.04.008.

Charlton, B.D., Reby, D., 2016. The evolution of acoustic size exaggeration in terrestrial
mammals. Nat. Commun. 7, 1–8. https://doi.org/10.1038/ncomms12739.

Charlton, B.D., Ellis, W.A.H., McKinnon, A.J., Brumm, J., Nilsson, K., Fitch, W.T., 2011a.
Perception of male caller identity in koalas (Phascolarctos cinereus): acoustic analysis
and playback experiments. PLoS One 6, 1–8. https://doi.org/10.1371/journal.pone.
0020329.

Charlton, B.D., Keating, J.L., Kersey, D., Rengui, L., Huang, Y., Swaisgood, R.R., 2011b.
Vocal cues to male androgen levels in giant pandas. Biol. Lett. 7, 71–74. https://doi.
org/10.1098/rsbl.2010.0582.

Cox, R.M., Stenquist, D.S., Calsbeek, R., 2009. Testosterone, growth and the evolution of
sexual size dimorphism. J. Evol. Biol. 22, 1586–1598. https://doi.org/10.1111/j.
1420-9101.2009.01772.x.

Creel, S., Creel, N.M., Mills, M.G.L., Monfort, S.L., 1997. Rank and reproduction in co-
operatively breeding African wild dogs: behavioral and endocrine correlates. Behav.
Ecol. 8, 298–306. https://doi.org/10.1093/beheco/8.3.298.

Dabbs, J.M., Mallinger, A., 1999. High testosterone levels predict low voice pitch among
men. Pers. Individ. Differ. 27, 801–804. https://doi.org/10.1016/S0191-8869(98)

Y.A. Weissman, et al.



00272-4.
Demartsev, V., Kershenbaum, A., Ilany, A., Barocas, A., Bar-Ziv, E., Koren, L., Geffen, E.,

2014. Male hyraxes increase song complexity and duration in the presence of alert
individuals. Behav. Ecol. 25, 1451–1458. https://doi.org/10.1093/beheco/aru155.

Demartsev, V., Bar-Ziv, E., Shani, U., Goll, Y., Koren, L., Geffen, E., 2016a. Harsh vocal
elements affect counter-singing dynamics in male rock hyrax. Behav. Ecol. 27,
1397–1404. https://doi.org/10.1093/beheco/arw063.

Demartsev, V., Ilany, A., Barocas, A., Bar-Ziv, E., Schnitzer, I., Koren, L., Geffen, E.,
2016b. A mixed strategy of counter-singing behavior in male rock hyrax vocal
competitions. Behav. Ecol. Sociobiol. https://doi.org/10.1007/s00265-016-2222-z.

Demartsev, V., Ilany, A., Kershenbaum, A., Geva, Y., Margalit, O., Schnitzer, I., Barocas,
A., Bar-Ziv, E., Koren, L., Geffen, E., 2017. The progression pattern of male hyrax
songs and the role of climactic ending. Sci. Rep. 7. https://doi.org/10.1038/s41598-
017-03035-x.

Eisenegger, C., Haushofer, J., Fehr, E., 2011. The role of testosterone in social interaction.
Trends Cogn. Sci. 15, 263–271. https://doi.org/10.1016/j.tics.2011.04.008.

Fant, G., 1960. Acoustic Theory of Speech Production. Mouton, Hague.
Farrús, M., Hernando, J., 2009. Using jitter and shimmer in speaker verification. IET

Signal Process. 3, 247. https://doi.org/10.1049/iet-spr.2008.0147.
Favaro, L., Ozella, L., Pessani, D., 2014. The vocal repertoire of the African Penguin

(Spheniscus demersus): structure and function of calls. PLoS One 9. https://doi.org/10.
1371/journal.pone.0103460.

Fedurek, P., Slocombe, K.E., Enigk, D.K., Thompson, M.E., Wrangham, R.W., Muller,
M.N., 2016. The relationship between testosterone and long-distance calling in wild
male chimpanzees. Behav. Ecol. Sociobiol. 70, 659–672. https://doi.org/10.1007/
s00265-016-2087-1.

Fischer, G.M., Swain, M.L., 1980. Influence of contraceptive and other sex steroids on
aortic collagen and elastin. Exp. Mol. Pathol. 33, 15–24. https://doi.org/10.1016/
0014-4800(80)90003-9.

Fuller, B.F., Horii, Y., Conner, D.A., 1992. Validity and reliability of nonverbal voice
measures as indicators of stressor-provoked anxiety. Res. Nurs. Health 15, 379–389.
https://doi.org/10.1002/nur.4770150507.

Gammell, M.P., de Vries, H., Jennings, D.J., Carlin, C.M., Hayden, T.J., 2003. David's
score: a more appropriate dominance ranking method than Clutton-Brock et al.'s
index. Anim. Behav. 66, 601–605. https://doi.org/10.1006/anbe.2003.2226.

Girard-Buttoz, C., Heistermann, M., Rahmi, E., Agil, M., Ahmad Fauzan, P., Engelhardt,
A., 2015. Androgen correlates of male reproductive effort in wild male long-tailed
macaques (Macaca fascicularis): a multi-level test of the challenge hypothesis.
Physiol. Behav. 141, 143–153. https://doi.org/10.1016/j.physbeh.2015.01.015.

Harding, C.F., 2004. Hormonal modulation of singing: hormonal modulation of the
songbird brain and singing behavior. Ann. N. Y. Acad. Sci. 1016, 524–539. https://
doi.org/10.1196/annals.1298.030.

Hau, M., Wikelski, M., Soma, K.K., Wingfield, J.C., 2000. Testosterone and year-round
territorial aggression in a tropical bird. Gen. Comp. Endocrinol. 117, 20–33. https://
doi.org/10.1006/gcen.1999.7390.

Ilany, A., Barocas, A., Koren, L., Kam, M., Geffen, E., 2011. Do singing rock hyraxes
exploit conspecific calls to gain attention? PLoS One 6. https://doi.org/10.1371/
journal.pone.0028612.

Ilany, A., Barocas, A., Kam, M., Ilany, T., Geffen, E., 2013. The energy cost of singing in
wild rock hyrax males: evidence for an index signal. Anim. Behav. 85, 995–1001.
https://doi.org/10.1016/j.anbehav.2013.02.023.

Johnsen, T.S., 1998. Behavioural correlates of testosterone and seasonal changes of
steroids in red-winged blackbirds. Anim. Behav. 55, 957–965. https://doi.org/10.
1006/anbe.1997.0642.

Johnston, L.A., Armstrong, D.L., Brown, J.L., 1994. Seasonal effects on seminal and en-
docrine traits in the captive snow leopard (Panthera uncia). Reproduction 102,
229–236. https://doi.org/10.1530/jrf.0.1020229.

Ketterson, E.D., Nolan, V.J., 1992. Hormones and life histories: an integrative approach.
Am. Nat. 140, S33–S62.

Khan, C.B., Markowitz, H., McCowan, B., 2006. Vocal development in captive harbor seal
pups, Phoca vitulina richardii: age, sex, and individual differences. J. Acoust. Soc. Am.
120, 1684–1694. https://doi.org/10.1121/1.2226530.

Kishk, W., 2008. Interrelationship between ram plasma testosterone level and some
semen characteristics. Slovak J. Anim. Sci. 2008, 67–71.

Koren, L., 2006. Vocalization as an Indicator of Individual Quality in the Rock Hyrax. Tel-
Aviv University.

Koren, L., Geffen, E., 2009a. Complex call in male rock hyrax (Procavia capensis): a multi-
information distributing channel. Behav. Ecol. Sociobiol. 63, 581–590. https://doi.
org/10.1007/s00265-008-0693-2.

Koren, L., Geffen, E., 2009b. Androgens and social status in female rock hyraxes. Anim.
Behav. 77, 233–238. https://doi.org/10.1016/j.anbehav.2008.09.031.

Koren, L., Geffen, E., 2011. Individual identity is communicated through multiple path-
ways in male rock hyrax (Procavia capensis) songs. Behav. Ecol. Sociobiol. 65,
675–684. https://doi.org/10.1007/s00265-010-1069-y.

Koren, L., Mokady, O., Karaskov, T., Klein, J., Koren, G., Geffen, E., 2002. A novel method
using hair for determining hormonal levels in wildlife. Anim. Behav. 63, 403–406.
https://doi.org/10.1006/anbe.2001.1907.

Koren, L., Mokady, O., Geffen, E., 2006. Elevated testosterone levels and social ranks in
female rock hyrax. Horm. Behav. 49, 470–477. https://doi.org/10.1016/j.yhbeh.
2005.10.004.

Koren, L., Mokady, O., Geffen, E., 2008. Social status and cortisol levels in singing rock
hyraxes. Horm. Behav. 54, 212–216. https://doi.org/10.1016/j.yhbeh.2008.02.020.

Li, X., Jidong, T., Johnson, M.T., Soltis, J., Savage, A., Leong, K.M., Newman, J.D., 2007.
Stress and emotion classification using jitter and shimmer features. In: ICASSP, IEEE
International Proceedings of the Acoustics, Speech and Signal Processing. Honolulu,

HI, https://doi.org/10.1109/ICASSP.2007.367261.
Manser, M.B., 2001. The acoustic structure of suricates' alarm calls varies with predator

type and the level of response urgency. Proc. Biol. Sci. 268, 2315–2324. https://doi.
org/10.1098/rspb.2001.1773.

Maruska, K.P., Fernald, R.D., 2018. Astatotilapia burtoni: a model system for analyzing the
neurobiology of behavior. ACS Chem. Neurosci. 9, 1951–1962. https://doi.org/10.
1021/acschemneuro.7b00496.

Mazur, A., Booth, A., 1998. Testosterone and dominance in men. Behav. Brain Sci. 21,
353–397. https://doi.org/10.1017/S0140525X98001228.

Minter, L.J., DeLiberto, T.J., 2008. Seasonal variation in serum testosterone, testicular
volume, and semen characteristics in the coyote (Canis latrans). Theriogenology 69,
946–952. https://doi.org/10.1016/j.theriogenology.2008.01.010.

Morgan, M.A., Schulkin, J., Pfaff, D.W., 2004. Estrogens and non-reproductive behaviors
related to activity and fear. Neurosci. Biobehav. Rev. 28, 55–63. https://doi.org/10.
1016/j.neubiorev.2003.11.017.

Morton, E.S., 1977. On the occurrence and significance of motivation-structural rules in
some bird and mammal sounds. Am. Nat. 111, 855–869. https://doi.org/10.1086/
283219.

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. https://doi.org/10.1002/evan.1014.

Pasch, B., George, A.S., Hamlin, H.J., Guillette, L.J., Phelps, S.M., 2011. Androgens
modulate song effort and aggression in Neotropical singing mice. Horm. Behav. 59,
90–97. https://doi.org/10.1016/j.yhbeh.2010.10.011.

Porges, S.W., 2001. The polyvagal theory: phylogenetic substrates of a social nervous
system. Int. J. Psychophysiol. 42, 123–146. https://doi.org/10.1016/S0167-
8760(01)00162-3.

Rendall, D., 2003. Acoustic correlates of caller identity and affect intensity in the vowel-
like grunt vocalizations of baboons. J. Acoust. Soc. Am. 113, 3390. https://doi.org/
10.1121/1.1568942.

Ronay, R., Von Hippel, W., 2010. Power, testosterone, and risk-taking. J. Behav. Decis.
Mak. 23, 473–482.

Rubsamen, K., Hume, I.D., Engelhardt, W.V., 1982. Physiology of the rock hyrax. Comp.
Biochem. Physiol. 72, 271–277. https://doi.org/10.1016/0300-9629(82)90219-5.

Saez, S., Sakai, F., 1976. Androgen receptors in human pharyngo-laryngeal mucosa and
pharyngo-laryngeal epithelioma. J. Steroid Biochem. 7, 919–921.

Saltelli, A., 2002. Making best use of model valuations to compute sensitivity indices.
Comput. Phys. Commun. 145, 280–297. https://doi.org/10.1016/S0010-4655(02)
00280-1.

Sapolsky, R.M., 1982. The endocrine stress-response and social status in the wild-baboon.
Horm. Behav. 16, 279–292.

Schell, C.J., Young, J.K., Lonsdorf, E.V., Mateo, J.M., Santymire, R.M., 2017.
Investigation of techniques to measure cortisol and testosterone concentrations in
coyote hair. Zoo Biol. 36, 220–225. https://doi.org/10.1002/zoo.21359.

Schlinger, B.A., Brenowitz, E.A., 2017. Neural and hormonal control of birdsong. In: Pfaff,
D.W., Joëls, M. (Eds.), Hormones, Brain and Behavior. Academic Press, New York,
NY, USA, pp. 255–290. https://doi.org/10.1016/B978-0-12-803592-4.00030-4.

Soltis, J., Leong, K.M., Savage, A., 2005. African elephant vocal communication II: rumble
variation reflects the individual identity and emotional state of callers. Anim. Behav.
70, 589–599. https://doi.org/10.1016/j.anbehav.2004.11.016.

Soma, K.K., 2006. Testosterone and aggression: berthold, birds and beyond. J.
Neuroendocrinol. 18, 534–551. https://doi.org/10.1111/j.1365-2826.2006.01445.x.

Stanton, S.J., Liening, S.H., Schultheiss, O.C., 2011. Testosterone is positively associated
with risk taking in the Iowa Gambling Task. Horm. Behav. 59, 252–256. https://doi.
org/10.1016/j.yhbeh.2010.12.003.

Stoeger, A.S., Zeppelzauer, M., Baotic, A., 2014. Age-group estimation in free-ranging
African elephants based on acoustic cues of low-frequency rumbles. Bioacoustics 23,
231–246. https://doi.org/10.1080/09524622.2014.888375.

Taylor, A.M., Reby, D., 2010. The contribution of source-filter theory to mammal vocal
communication research. J. Zool. 280, 221–236. https://doi.org/10.1111/j.1469-
7998.2009.00661.x.

Titze, I.R., 2000. Principles of Voice Production, 2nd ed. National Center for Voice and
Speech, Iowa City, IA.

Webb, E., Thomson, S., Nelson, A., White, C., Koren, G., Rieder, M., Van Uum, S., 2010.
Assessing individual systemic stress through cortisol analysis of archaeological hair.
J. Archaeol. Sci. 37, 807–812. https://doi.org/10.1016/j.jas.2009.11.010.

Weissman, Y.A., Demartsev, V., Ilany, A., Barocas, A., Bar-Ziv, E., Shnitzer, I., Geffen, E.,
Koren, L., 2019. Acoustic stability in hyrax snorts: vocal tightrope-walkers or
wrathful verbal assailants? Behav. Ecol. 30, 223–230. https://doi.org/10.1093/
beheco/ary141.

Whiteside, S.P., 1998. Simulated emotions: an acoustic study of voice and perturbation
measures. In: ICSLP 1998. Proceedings of the 5th International Conference on Spoken
Language Processing. Sydney, Australia.

Wilson, A.S., Brown, E.L., Villa, C., Lynnerup, N., Healey, A., Ceruti, M.C., Reinhard, J.,
Previgliano, C.H., Araoz, F.A., Diez, J.G., Taylor, T., Constanza, M., 2013.
Archaeological, radiological, and biological evidence offer insight into Inca child
sacrifice. Proc. Natl. Acad. Sci. U. S. A. 110, 1–6. https://doi.org/10.1073/pnas.
1305117110/.

Wingfield, J.C., Hegner, R.E., Dufty, A.M., Ball, G.F., 1990. The “challenge hypothesis”:
theoretical implications for patterns of testosterone secretion, mating systems, and
breeding strategies. Am. Nat. 136, 829–846. https://doi.org/10.1086/285134.

Zielinkski, W.J., Vandenbergh, J.G., 1993. Testosterone and Competitive Ability in Male
House Mice,Mus musculus: Laboratory and Field Studies. May. vol. 45. pp. 873–891.
https://doi.org/10.1006/anbe.1993.1108.

Y.A. Weissman, et al.


