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Abstract

Sexual selection theory explains the evolution of exaggerated male morphologies and weaponry, but the fitness consequences of developmen-
tal and age-related changes in these features remain poorly understood. This long-term study of mandrill monkeys (Mandrillus sphinx) demon-
strates how age-related changes in canine tooth weaponry and adult canine size correlate closely with male lifetime reproductive success.
Combining long-term demographic and morphometric data reveals that male fitness covaries simply and directly with canine ontogeny, adult
maximum size, and wear. However, fitness is largely independent of other somatometrics. Male mandrills sire offspring almost exclusively
when their canines exceed approximately 30 mm, or two-thirds of average adult value (45 mm). Moreover, sires have larger canines than non-
sires. The tooth diminishes through wear as animals age, corresponding with, and perhaps influencing, reproductive senescence. These factors
combine to constrain male reproductive opportunities to a brief timespan, defined by the period of maximum canine length. Sexually-selected
weaponry, especially when it is nonrenewable like the primate canine tooth, is intimately tied to the male life course. Our analyses of this ex-
tremely dimorphic species indicate that sexual selection is closely intertwined with growth, development, and aging, pointing to new directions
for sexual selection theory. Moreover, the primate canine tooth has potential as a simple mammalian system for testing genetically-based models
of aging. Finally, the tooth may record details of life histories in fossil primates, especially when sexual selection has played a role in the evo-
lution of dimorphism.
© 2008 Elsevier Ltd. All rights reserved.
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Introduction selection can account for variability in both fitness and mor-

phology throughout the animal kingdom by controlling weap-

Darwin eloquently solved the evolutionary problem of ex-
aggerated sex-biased characters, determining that reproductive
advantages, garnered either through intrasexual competition or
by mate preferences, could explain seemingly maladaptive
secondary sexual characteristics (Darwin, 1871). Sexual
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onry evolution in complex ways (Darwin, 1871; Andersson,
1994; Plavcan, 2001; Kruuk et al., 2002; Robinson et al.,
2006). Among dimorphic primates, canine teeth are among
the most obvious products of sexual selection, primarily func-
tioning as formidable weapons of intermale sexual competi-
tion (Plavcan and van Schaik, 1992; Plavcan, 2001).
Unfortunately, previously intractable problems have precluded
population-based analyses of exactly how sexual selection op-
erates in these species. Consequently, explanations of primate
sexual dimorphism and sexual selection have relied on broad-
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scale interspecific correlational analyses (Ralls, 1977; Kay
et al., 1988; Plavcan and van Schaik, 1992; Plavcan, 1993,
2001; Leigh, 1995) mainly because calibrating primate fitness
necessitates several distinct and rare forms of data (King et al.,
2005; Lawler et al., 2005). Most importantly, male fitness es-
timates require connecting paternity data with demographic
information collected on the timescale of decades (Buchan
et al., 2003; Charmantier and Sheldon, 2006). Fitness mea-
sures must then be merged with morphological ontogenetic
measurements of male weaponry. Myriad obstacles hinder pri-
mate sexual selection studies, not the least of which include
promiscuous mating, sex-biased dispersal, protracted ontog-
enies, long lifespans, comparatively high male mortality, ad-
verse field conditions, and the near-impossibility of
experimentation (Plavcan, 2001; Setchell and Dixson, 2001a;
Charpentier et al., 2005a).

We surmount many of these problems by analyzing male
fitness and canine weaponry across the life course in one of
the most dimorphic terrestrial mammals, the mandrill (Man-
drillus sphinx; Plavcan, 2001; Setchell and Dixson, 2001a;
Charpentier et al., 2005a; Fig. 1). We test hypotheses about re-
lations between male fitness and canine weaponry using long-
term data from a semi-captive, provisioned mandrill colony
(Wickings, 1995). The main hypothesis tested is that canine
tooth eruption and wear directly correlate with male mandrill
fitness through the allocation of reproductive effort during the
lifespan. More specifically, we evaluate the hypotheses that ca-
nine tooth ontogeny, adult canine size, and measures of body
size relate directly to measures of fitness. To test these hypoth-
eses, we articulate morphometric measures with two kinds of
fitness indicators. First, we estimate reproductive values for

Fig. 1. Canine display or “yawn” by study animal MD12E, ultimately an al-
pha male. Photograph by J.M. Setchell.

the group of males that sired offspring (v,), a parameter inter-
preted as a measure of the genetic contribution of each age
class to future generations (Fisher, 1930) by measuring how
many total offspring an animal may “expect” at a given age
(Newton and Rothery, 1997). We hypothesize that reproduc-
tive values for sires reach maximum values when canine
length is maximized. Second, we employ a direct measure
of fitness for each male to determine how morphology (espe-
cially canine size) correlates with reproductive achievements
of individual males. For this we calculate A;, a rate-sensitive
measure of individual reproductive output for each sire
(Sade, 1990; Brommer, 2004). Overall, we expect that canine
eruption and wear affect fitness through impacts on life history
scheduling, indicating that canine tooth morphology, espe-
cially its ontogenetic trajectory, plays a major role in male fit-
ness. Thus, we hypothesize that elevated fitness in animals
with large canines ultimately accounts for the high level of ca-
nine tooth size dimorphism in the species.

Analyses of fitness in mandrills have important theoretical
repercussions beyond primates. Most importantly, our results
have implications for refining sexual selection theories by
showing that these theories must incorporate life history pa-
rameters to understand population-level processes. In addition,
our analyses of the canine tooth strongly suggest that different
types of weapons have various consequences for sexual selec-
tion. Previous analyses of male fitness in large-bodied terres-
trial mammals have focused on species with renewable
weaponry (e.g., horns, antlers, and body mass), unlike the non-
renewable canine tooth of primates. Furthermore, our analyti-
cal techniques contribute to resolution of longstanding
controversies regarding different measures of fitness (Fisher,
1930; Grafen, 2006), and have important implications for ap-
proaches to aging (see Charmantier et al., 2006). Finally, ties
between the attributes of the canine tooth and fitness may pro-
vide direct insights into demographic parameters of fossil
species.

Materials and methods
Mandrill biology

Mandrills (Mandrillus sphinx, Cercopithecoidea) are large-
bodied, terrestrial monkeys, indigenous to the rainforests of
Central Africa (Gabon, Cameroon, Republic of Congo, and
Equatorial Guinea; Grubb, 1973), and listed as “‘vulnerable”
by the IUCN. Stable matrilines form the core of groups, but
males become solitary during adolescence (Setchell and Dix-
son, 2002). Groups ranging from 50 to 600 individuals have
been recorded in the wild (Rogers et al., 1999; Abernethy
et al., 2002). Mandrills are the most dimorphic of all primate
species: males reach about 31 kg, or are about 3.4 times the
size of females (Setchell et al., 2001). Full-sized male canine
teeth (~45 mm) greatly exceed those of females (~10 mm;
Darwin, 1871; Leigh et al., 2005). Darwin (1871) himself ex-
tensively discussed sexual dimorphism in mandrill coloration
and canine weaponry.
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Samples

The Centre International de Recherches Médicales de Fran-
ceville, Gabon (CIRMF) maintains the mandrills analyzed for
this study as a research colony. The colony was founded with
15 monkeys in 1983, and has grown to over 200 individuals.
The CIRMF currently maintains and provisions them as
a breeding colony in semi-natural conditions. Animals occupy
two enclosed rainforest tracts: E1 (6 ha) and E2 (3.5 ha). DNA
samples were available for the founders and 205 of the 231 an-
imals born into the enclosures up to 2002 (Charpentier et al.,
2005a). A total of 172 births could be attributed to sires for
this study. Offspring sex was known for all animals, except
for six neonates, of which we treated four (randomly selected)
as males in order to bring the dead infant sex ratio to 1:1 (a
biased sex ratio would have no appreciable consequences for
our analysis). Birthdates were known for colony animals, giv-
ing exact age for calculating conception date (gestation = 175
days).

Females in this colony reach maturity at 4—5 years of age,
normally giving birth yearly thereafter (Setchell et al., 2005).
The oldest females in the colony now exceed 25 years of age.
Males are capable of siring by the time they reach four years
of age (Setchell et al., 2005), and the longest-lived males in
the sample passed their nineteenth birthdays, nearly reaching
their twentieth. Consequently, the potential time period at
which males “risk™ siring theoretically spans about sixteen
years. Reproductive output could be allocated throughout
this period.

A total of 63 males (16 sires) exceeding four years of age
were available for demographic analyses, but only 38 males
(11 sires) could be accessed for morphometric analyses. Mor-
phometrics from this subset were gathered during routine
physical examinations, following approved CIRMF protocols.
We analyzed canine height (buccal-gingival margin to tip,
nearest 1 mm), mass (nearest 100 g), and crown-rump length
(nearest 5 mm). Many of these data are repeated measures,
but we analyzed the data cross-sectionally in order to assess
population-wide patterns of ontogeny. Several analyses fo-
cused on “prime” aged males (9—12 yrs). Previous presenta-
tions of these canine data included a few erroneous
datapoints (Leigh et al., 2005) that have been corrected in
the present study (and do not alter previous inferences). We
compared alpha or top-ranking males with other males to ad-
dress possible effects of status on fitness. Social mobility
among male mandrills made relative social rank in mandrills
difficult to measure, but alpha status was unambiguous. De-
mographic data were assembled from colony maintenance re-
cords. Although data were collected under semi-natural
conditions, there are no reasons to assume that these condi-
tions alter normal processes of sexual selection, and, in
fact, such circumstances may ameliorate demographic effects
of short-term environmental fluctuations on morphology-fit-
ness covariation. We excluded one colony animal not influ-
enced by sexual selection because of management
practices. Previous research exhaustively discussed limita-
tions of sexual selection studies on this colony (Wickings,

1995; Setchell and Dixson, 2001a; Setchell et al., 2001,
2005; Charpentier et al., 2005a,b).

Despite strong evidence that sexual selection pervasively
affects mandrills, it should be noted that a numerous fitness
components can impact the evolution of male morphology.
The lack of experimental control forces us to make the rela-
tively safe assumption that sexual selection (i.e., differences
in mate acquisition) is primary among these factors. Further-
more, we are unable to fully disentangle the effects of mate
choice and intermale competition in our analyses (Setchell,
2005). Male teeth play obvious roles in intermale aggression,
but they probably also play a role in attracting females. Fi-
nally, we cannot completely rule out life history correlates
of tooth wear on other teeth (see King et al., 2005). However,
female canine size remains stable once it is fully erupted, and
does not appear to covary with lifetime changes in reproduc-
tive output. This suggests that males and females differ in
the degree to which the tooth relates to life history, implying
stronger correlations between canine form and life history in
males than in females.

Paternity analyses

Wickings and colleagues reported procedures for DNA ex-
traction and analyses (Wickings, 1995; Charpentier et al.,
2005a). A total of eight human microsatellite loci were used
for paternity analysis, with other loci used in specific circum-
stances (Charpentier et al., 2005a). All potential sires were
genotyped. Pedigrees were constructed with CERVUS soft-
ware (Kalinowski et al., 2007), and some assignments were
cross-checked with PARENTE software (Cercueil et al.,
2002; Charpentier et al., 2005a).

Demographic parameters

Our demographic analyses rely on estimates of the intrinsic
rate of increase (r). These estimates are designed to assess
population growth, and are usually used to infer fitness differ-
ences among populations. However, we test hypotheses about
individual fitness based on an adaptation of population-based
measures of the intrinsic rate of increase, described by Sade
and others (Lenski and Service, 1982; Sade, 1990). The intrin-
sic rate of increase is estimated from a discrete-time version of
the Euler-Lotka equation, calculated through standard life ta-
ble methods (Stearns, 1992):

x=0

Here, x is age, w is age at death, [, is probability of surviving
from birth to age x, and m, is the expected number of concep-
tions at age x. For comparisons between groups, we estimate /,
from Kaplan-Meier survivorship curves calculated from both
sires and nonsires (not shown). Our estimates of m, do not ac-
count for offspring sex ratio as an analytical convenience.
Measuring only female births is standard in most analyses of
population dynamics (Stearns, 1992) but our objectives do
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not involve population projections. Therefore, our analyses re-
turn higher values for r (and reproductive values) than standard
analyses (Alberts and Altmann, 2003).

We employ two kinds of life tables to calculate population-
level and individual parameters. First, we calculate vital rates
for the entire or aggregate population of sires, based on data
grouped by age intervals, as is standard in demographic anal-
yses. Second, we estimate a life table for each individual sire,
where [, =1 until death to estimate “individual r”’ (Sade,
1990). We then calculate r estimates for both aggregate and in-
dividual life tables by satisfying the Euler-Lotka equation, it-
eratively solving for r with “Goal Seek” tools in Microsoft
Excel (Microsoft Corp., 2004). Next, we transform individual
r values to A;, where A; = e". In other words, we calculate the
intrinsic rate of increase for the male sample (r), as well as
a value of r for each individual male (Sade, 1990). Individual
1, or 1;, provides a measure of fitness that can be assessed
against morphometric variables for each individual. Measures
of individual fitness are desirable because they enable close-
grained analyses of how morphologies and behaviors relate
to fitness (Sade, 1990). Thus, we expect that individual r
values will covary with morphometric variables. It should be
noted that analyses of individual fitness also may be heavily
influenced by random factors that affect fitness (McGraw
and Caswell, 1996).

Investigations of correlations between fitness and morphol-
ogy are based on estimates of reproductive value (v,) for the
sample of sires. This value calibrates the contribution of an
age class to future population growth (Fisher, 1958; Crow,
2002). Reproductive value (v,) requires calculation of r for
the sample of sires (Fisher, 1930). Thus, v, measures the rela-
tive contribution of an age group to population growth (Fisher,
1930; Goodman, 1982; Stearns, 1992; Crow, 2002), where:

- Z e " lam, (2)
x=0

€
Vy = —

L

We interpret the measure as an indication of the degree to
which males with a particular morphology impact future pop-
ulation growth. Fisher interpreted v, as an estimator of the in-
tensity of selection, but such an interpretation remains
controversial even today. Finally, we plot number of concep-
tions against age (m,), predicting a correspondence between
this simple measure of reproduction and canine size. We ex-
pect that number of conceptions will provide a rough approx-
imation of fitness and evaluate its performance as such. Finally
we measured ‘“‘relative’ values of predicted canine size, repro-
ductive value, and number of conceptions by dividing ob-
served values for these variables by predicted maximum
adult size for canines and maximum values for both reproduc-
tive value and conception number.

Morphometric and demographic analyses
Hypotheses that associate morphology and fitness require

a combination of morphometric and demographic data. First,
we expect that conception number and reproductive output

show distinct peaks in males, and are not simply distributed
evenly across their reproductive lifespan. Second, maximum
canine size and body dimensions should correspond with
peak reproductive value, reflecting positive correlations
with male reproductive parameters and fitness. Third, we ex-
pect that a simple count of conceptions will show correla-
tions with morphological variables. Overall, we predict that
animals with larger canines and bodies will have higher fit-
ness than animals with smaller canines and bodies, reflecting
fitness benefits to larger size. We interpret these correlations
as reflecting sexually-selected advantages to big canines, al-
though other fitness components may also play a role in ca-
nine size.

In order to test these expectations, we calculated cross-
sectional growth curves for canine tooth height using non-
parametric distance weighted least-squares (dwls) regression
[following procedures similar to Leigh et al. (2005)]. Further-
more, we analyzed correlations between morphology and fit-
ness first by comparing sires (A; > 1; r; > 0) with nonsires
(\i=1; 1;=0). Comparisons utilized canine residuals aver-
aged by individual, effectively age-adjusting data and ensur-
ing that each animal contributed only one datapoint (Moses
et al., 1992). In addition, we analyzed pooled data, treating
each datapoint independently to cross-check results. Results
are consistent, but we report the more conservative results
from averaged data. Analyses were conducted when possible
for animals that reached ‘“‘prime age” based on behavioral
observations (about 9—12 years of age). Behavioral data
are available for 26 prime age males, including 13 sires,
while canine measures are available for 24 of these animals
(11 sires). We explored multivariate effects of residual canine
length, body mass, and body length on fitness (sireship and
%;), finding no significant multivariate patterns. Thus, unless
noted otherwise, we use t-tests for all statistical inferences.
Previous analyses by Setchell and colleagues have shown
that mandrill adults maintain skeletal dimensions after adult
size is reached with body mass diminishing after 17 years
of age (Setchell et al., 2006). Consequently, skeletal length
does not covary with reproduction. While body mass changes
may be relevant, decreases in mass usually occur past the age
at which males in this group sire (see below). Changes in the
distribution of mass and in coloration with alpha status also
occur, and deposed males tend to lose mass (Setchell and
Dixson, 2001b).

We expected independent effects of alpha status and
canine size on A;. Consequently, we tested for correlations
between: (1) residual canine size and A; and (2) alpha status
and A;. Alpha status is unambiguous and estimated based on
longitudinal observations of the colony. We also attempted to
isolate independent effects of canine size, age, and rank on
fitness, based on previous analyses of rank among males
(Setchell and Dixson, 2001b). Unfortunately, several prob-
lems stymied these attempts, including small samples, so
this issue requires future analyses featuring more complete
rank data. Statistical analyses were conducted with Systat
11 software (Systat Inc., 2004), with a significance level
set at 0.05.
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Results

Age-related changes in canine morphology
and reproduction

The canine tooth erupts between five and nine years of age,
and then undergoes rapid size increase in tight correlation with
age. The tooth reaches a peak adult value at about nine years
of age, maintaining this size until about 11 years. After this
age, however, the tooth begins to diminish in size through
both breakage and wear. Data also record low age-size corre-
lations among older animals, with considerable residual varia-
tion in canine size. Breakage and wear ultimately result in
some animals with very small, blunt canines (Fig. 2).

Changes in tooth size correspond very closely with mea-
sures of male reproductive performance (Fig. 2). Specifically,
the curve for reproductive value (v,), which is set to 1.0 at
birth (Fisher, 1930), rises in close correspondence with the
erupting canine tooth, and is nearly superimposed on the ca-
nine size curve during the period of eruption (note scalar dif-
ferences). Reproductive value peaks at the time of maximum
canine length, then plateaus until the tooth begins to decline
in size. Reproductive value then declines very rapidly, fluctu-
ates in association with a minimal number of conceptions late
in life, and ultimately reaches zero. Relative values confirm
close temporal correspondence of changes in predicted canine
size, reproductive value, and number of conceptions (Fig. 3).

Five males lived to 19 yrs, all dying before their twentieth
birthdates, but none older than 19 yrs conceived. For the five
oldest males, the time between last conception and death aver-
aged 3.3 yrs (0.8—5.8 yrs). It is important to reiterate that
males produce viable sperm as early as four years of age
(Setchell et al., 2005). Therefore, in theory, peak reproduction
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Fig. 2. Canine size (mm, triangle), reproductive value (v,, circle), and number
of conceptions (m,, +) plotted against age. Triangles with vertical “ticks” des-
ignate canine measurements for animals that ultimately sired. Note that left
and right vertical axes are on different scales. Reproductive value is con-
strained to equal 1 at birth.

1.25

1.00

Canine

0.75

0.50

Relative estimate

0.25

0.00

Age (years)

Fig. 3. “Relative” or proportional estimates for canine length, reproductive
value, and number of conceptions. Relative estimates are obtained by dividing
predicted canine sizes by maximum predicted canine size, reproductive values
by maximum observed reproductive value, and conception number by maxi-
mum number of conceptions, scaling all maxima to 1.0.

could occur at any time after four years of age, implying a po-
tential reproductive career of about 16 years in this group. The
strong peak of the reproductive value curve reveals that repro-
duction is concentrated in a short time period, rather than dis-
tributed evenly throughout the 16-year period of potential
reproduction. Minimal reproduction after 15 yrs suggests
that male mandrills may experience a lengthy postreproductive
period, if they manage to reproduce at all.

The number of conceptions () tracks canine size, and be-
cause my contributes to calculation of reproductive value, con-
ceptions correspond with v,. Males with canine lengths over
two-thirds of maximum predicted length (~45 mm) sired
94% of offspring in this population. Males with predicted ca-
nine sizes less than 30 mm sired the remaining infants. Males
younger than seven years of age conceived five of these off-
spring, while the older animals sired the remaining six. A sep-
aration in the reproductive value curve and number of
conceptions may reveal advantages of earlier reproduction.

Adult body dimensions for mass and length are stable after
attainment of adult sizes (Setchell et al., 2001), but mass does
decline in the teen years (Setchell et al., 2006). Therefore,
these parameters do not change in the same way as the canine
with reproductive performance, although we cannot discount
late effects of diminished body mass.

Comparisons of sires and nonsires

Each sire’s estimate of the individual intrinsic rate of in-
crease (r;) is, by virtue of sireship, greater than zero (A; > 1).
In addition, sires possess significantly larger canines than non-
sires (where A;=1; Table 1). Residuals measured from
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Table 1

Summary statistics for morphometrics from averaged residuals

Measurement Sires Nonsires

n Mean s.d. n Mean s.d.

Residual canine 11 2.13% 2.82 27 —1.15 5.06
length (mm)

Residual body 11 0.47 1.44 21 0.13 1.43
mass (kg)

Residual body 12 —0.46 6.47 18 1.86 2.40

length (cm)

*Denotes a significant difference between sires and nonsires, p = 0.016.

nonparametric regression of canine size against age (Fig. 2)
for the entire samples of sires and nonsires indicate that sires
have canines that are, on average, about 3.28 mm longer than
nonsires, a significant difference (p < 0.016). Sires have ca-
nine teeth (age-adjusted) approximately 8% larger than non-
sires. Although sire canines significantly exceed the size of
nonsire canines, individual fitness among sires is uncorrelated
with canine residual size. This may be a consequence of small
sample size, but it also suggests that, for sires, factors other
than canine size influence fitness. Thus, our significant t-test
comparing sires and nonsires establishes a selection differen-
tial between sires and nonsires, suggesting that a selection gra-
dient would depend on canine teeth plus other factors. Finally,
in contrast to the canine tooth, other morphometric variables
show no significant differences between these sires and non-
sires (Table 1). Residuals show that, although sires are slightly
heavier than nonsires, they are marginally shorter than
nonsires.

Comparisons of “prime age” animals also reveal statisti-
cally significant canine residual size differences between sires
(n=11) and nonsires (n = 13; p < 0.020). Only 30% of males
over four years of age sired offspring (16/53; Setchell et al.,
2005), with 13 reproducing between 10—12 years of age.
Among sires, A; ranges widely (mean=1.16, s.d.=0.10),
reaching 1.33 in the most prolific animal, who sired a total
of 42 offspring, peaking with 13 offspring in his 12th year.
It is important to note that the total offspring sired for each an-
imal correlates strongly with A; (Pearson r = 0.91), indicating
that conception or offspring counts provide good fitness esti-
mates. However, using A; as a fitness measure assigns higher
fitness to animals that sire at young ages, accounting for the
contribution of offspring that reproduce sooner than offspring
of older sires. Thus, males that sired at early ages realized
higher fitness by this measure than old sires among those
with equal numbers of conceptions.

Male social rank

Social rank may be interrelated with canine size and fitness.
However, rank shifts in this colony, sometimes dramatically
(Setchell and Wickings, 2005), precluding attempts to analyze
these relations in a quantitative manner. Canines of six males
that reached alpha status are not significantly larger than those
of other sires, but mean ; for alphas exceeds that of other sires
(p < 0.012). Moreover, alphas with larger canines have higher

A; values, suggestive of positive correlations between trait (ca-
nine) size and fitness. However, this tendency does not reach
statistical significance, perhaps as a consequence of the small
sample of alpha males.

Discussion
General patterns

Analyses of demographic and morphometric data yield a de-
tailed understanding of how a single aspect of morphology re-
lates to fitness through life history scheduling. Ontogenetic
analyses of mandrill canine size show that the tooth has a dy-
namic history throughout the life course (Fig. 2; Leigh et al.,
2005). Numerous factors affect male mandrill fitness, includ-
ing age, demography, behavior, and genealogy (Charpentier
et al., 2005a; Setchell et al., 2005). The present study confirms
the hypothesis that canine tooth ontogeny and adult canine
size correlate with fitness of male mandrills, implying the op-
eration of sexual selection on canine size. These results con-
tribute to our understanding of male fitness by documenting
a tight temporal correspondence between the size of canine
weaponry and male reproduction. The canine relates to fitness
in two ways. First, and most importantly, correspondences be-
tween the eruption schedule and conception timing demon-
strate that the canine tooth plays an important role in
facilitating access to females. Second, sires have larger teeth
than animals that fail to reproduce. Associations between fit-
ness and canine size appear to have pervasive effects on the
male life course, unlike somatic dimensions. These findings
fit the expectations of sexual selection theory, and are the first
to tie male canine size and its ontogeny directly to reproduc-
tive success in a primate population. These results have impor-
tant implications for understanding mandrill morphology and
behavior. Support for hypotheses linking tooth size to repro-
duction and fitness have far more general implications, includ-
ing consequences for concepts central to theories of sexual
selection, demography, and aging.

Male reproductive scheduling

The adult canine tooth is present only after five years of
age, and is simply too small to support intermale competition
until about 9 years of age, even though males can reproduce
about five years prior to attainment of adult canine size. The
canine in mandrills erupts more rapidly than in other anthro-
poids (Leigh et al., 2005), and from about nine to 12 years
of age, reaches maximum size, corresponding to a time
when sires are most prolific. We suspect that the mandrill ca-
nine verges on a limit for primates in terms of formation and
eruption rates. After about 12 years of age, male reproductive
output decreases precipitously. Marked declines in reproduc-
tion following 12 years of age, along with reproductive cessa-
tion in the oldest males, points to the potential for a long
postreproductive period. We can isolate the canine as a mor-
phological feature, perhaps singular in this regard, that is inter-
woven with reproductive scheduling. On the other hand,
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somatic dimensions (especially length) change little during
adulthood. Some aspects of mass may relate to reproductive
performance among adults by distinguishing alphas from non-
alphas, but mass itself does not differentiate between sires and
nonsires. In essence, the canine relates to reproductive sched-
uling by proving adequate as a weapon only for a short time-
span. The length of a male’s reproductive period is determined
by both how long it takes for the tooth to erupt and by its re-
sistance to wear and breakage once adult size is attained. A
sire’s greatest contribution to future population size is ex-
pected at maximum canine length, apparently compensating
for low reproduction during both young and old ages. The
need for canine adequacy effectively compresses what could
be a reproductive career spanning from four to 20 years of
age to a brief period of a few years between about nine and
13 years of age. Males may be reproductively viable for
only about 20% of maximum lifespan. It is clear from behav-
ioral observations that adequate canine weaponry is a prerequi-
site to reproduction, as fights lead to serious injuries, usually
from parallel canine slashes (J. Setchell, pers. obs.). Conse-
quently, canines that erupt rapidly serve to enable reproduction
at the earliest possible ages. The effects of rapid eruption may
be further enhanced if the tooth serves as a mate choice char-
acteristic in females (but unfortunately, we cannot currently
test this possibility).

After attaining full adult size, the mandrill canine tooth di-
minishes, as does male reproductive output. The mandrill ca-
nine tooth, like all anthropoid primate canines, is
nonrenewable: once worn, it cannot be regenerated. The dim-
inution of canine size, through normal wear, breakage, or both,
presages rapid reproductive decline in males. These results
suggest that canine size plays a major role in determining fit-
ness (A;) by allowing males to compete effectively during cer-
tain life periods.

The strict time constraints on reproductive scheduling de-
termined by the canine tooth have important implications for
sexual selection theory. The effects of secondary sexual char-
acteristics on the scheduling of reproduction have not received
detailed investigation in analyses of sexual selection in pri-
mates. However, interspecific studies usually point to the in-
tensity and frequency of male intersexual competition as
major factors in the evolution of male canine weaponry
(Kay et al., 1988; Plavcan and van Schaik, 1992; Plavcan,
1993, 2001). Constraining reproduction to a brief time period
may influence both of these variables. The intensity of inter-
male competition may be quite high, but only for a relatively
brief period of time, with that period of time reflected by the
duration of the tooth’s maximum length. We predict lower in-
tensity interactions for animals with smaller teeth. Similarly,
the temporal patterning of the frequency of interactions might
be affected by the canine, with lower frequencies characteris-
tic of animals with smaller teeth. These features suggest that
some method of accounting for the timespan during which
males can reproduce, or are at peak canine dimensions, may
help explain variation in dimorphism across species. Finally,
the present results support the analytical decision to base ca-
nine dimorphism size measures on relatively unworn adult

teeth (Plavcan and van Schaik, 1992): peak canine size is as-
sociated closely with sexual selection, despite the transience of
full tooth size.

Adult tooth size

The significant difference between the canine size among
animals that sired and those that did not indicates that size dif-
ferences, apart from eruption scheduling, influence reproduc-
tive success. This implies the potential for several different
kinds of selective forces operating on mandrill canines. The
adult canine may reflect a compromise between several differ-
ent selective forces, including selection for rapid eruption,
large adult size, and resistance to wear and breakage. En-
hanced sizes of sire canines may suggest that effects of slight
differences in timing of tooth eruption may not matter, pro-
vided that eruption delays lead to larger teeth. However, erup-
tion rates do not vary substantially, with little interindividual
dispersion around regressions that describe eruption patterns
(Leigh et al., 2005). Whether or not animals that reach the
largest size the earliest realize reproductive advantages cannot
be established by these data. Several sires did reach maximum
size very early, and those with high positive residuals early
may realize increased fitness. These early maturers may also
realize benefits from extending the timespan during which
the canine is at maximum length.

The benefits of large size are obvious in relation to intrasex-
ual competition. The average advantage sires hold in terms of
age-adjusted canine size is about 8%. This value is consistent
with weaponry advantages in other species, such as bighorn
sheep (Ovis canadensis), in which horns of highly successful
rams were more than 5.5% larger than those of competitors
(Coltman et al., 2002). This 8% difference, either in displays
of the canine tooth, biting, or as a female mate choice charac-
teristic, seems to be functionally significant.

Rank and canine weaponry

The canine may have important consequences for rank at-
tainment and maintenance in this colony. Alpha males
achieved higher fitness than other males, and there may be
a correlation among alphas between fitness and canine size.
On the other hand, alpha canines are not uniformly larger
than those of other sires. This finding suggests that the canine
is not the sole determinant of alpha status. Contributions and
interactions of several factors influencing status probably af-
fect fitness. Although the quantitative effects of these factors
cannot be analyzed independent of canine size at present,
these results are sufficient to exclude the canine as the sole de-
terminant of alpha status. Female mate choice may select for
noncanine morphologies or behaviors related to alpha status
(Setchell et al., 2005).

Evolution of weaponry

Comparative assessments of fitness and sexual selection in
mammals, although limited currently to only a few species,
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point to important distinctions among different types of sexu-
ally-selected weaponry. The canine deteriorates with age
through normal occlusal wear. In this population, males also
break teeth relatively frequently. Breakage accounts for high
variance in older males, with broken teeth no longer functional
as weapons. Primate dental weaponry contrasts starkly with
other kinds of sexually-selected mammalian weaponry, nota-
bly horns, antlers, and body mass, which renew either contin-
ually or periodically (Short and Balaban, 1994) and are
sometimes polymorphic (Robinson et al., 2006). Renewable
weaponry either reaches a constant adult size and shape, or be-
comes increasingly large, imposing, and elaborate with age
(e.g., antler size in cervids). For example, red deer (Cervus
elaphus) stags realize maximum annual breeding success
just as antlers attain adult size, but reproduction declines after
this age in spite of annual antler regeneration and maintenance
or enhancement of size (Kruuk et al., 2002). Neither body size
(Bercovitch et al., 2003) nor renewable weaponry (Kruuk
et al.,, 2002) seem to show consistently strong correlations
with fitness through life history scheduling across mammals.
In red deer, sexual selection on antlers interacts with selection
on body condition and nutritional status (Kruuk et al., 2002).
In bighorn sheep, however, relations to weapons may be
more straightforward. Male fitness increases nonlinearly with
age-related increases in horn size until death (Coltman et al.,
2002). In contrast to these examples, selection on nonrenew-
able weaponry in mandrills is tied to weapons that actually
fade with advancing age. Male mandrills apparently lose com-
petitive abilities, attractiveness as mates, or both, as the canine
diminishes. They also have no prospects for improvement in
the presence of competition, even under optimal nutritional
circumstances such as those afforded to this colony. Depen-
dence on nonrenewable weaponry appears to entrain morphol-
ogy, life history, and fitness. Consequently, advances in sexual
selection theory may need to account for renewability of
weapons, as well as life history correlates of weaponry (Rob-
inson et al., 2006).

Reproductive value and fitness

The centrality of the canine in mandrill life history sched-
uling has important theoretical implications for interpreting re-
productive value. First, these results empirically support the
theoretical notion that v, plays a major role in life history
scheduling (Goodman, 1982). In this case, the association be-
tween v, and age-related changes in weaponry reveals a mor-
phological basis to changes in reproductive value. Canine
weaponry may be a life history pacemaker in mandrills, help-
ing to determine an optimal life history, theoretically achieved
upon maximizing v, in each age class (Schaffer, 1979; Good-
man, 1982). An optimum is clearest in the absence of parental
care and discrepancies in resource allocations amongst age
classes (Fisher, 1930; Schaffer, 1979), both of which probably
hold for male mandrills. A male mandrill’s greatest impact on
future generations occurs at maximum canine size, with negli-
gible contributions at other ages. In addition, theoretical con-
siderations predict that male v, influences female mate choice

(Kokko et al., 2002). Therefore, the male canine tooth may ad-
vertise reproductive value, amplifying its fitness consequences
through female mate choice. Consequently, viewing mandrill
male life histories through the lens of reproductive value sug-
gests that an optimal mandrill male life history requires rapid
canine eruption, large canines at prime ages, and gradual wear.
Hypotheses about optimal life histories are crucial to testing
morphological predictions about selection, and relating these
predictions to patterns of genetic variation. Canine develop-
mental biology and mechanical properties of the adult tooth
define when and how readily males can reproduce, offering
morphological ties to the evolution of an optimal life history.

The relations between morphological features and v, may
present special circumstances consistent with Fisher’s biolog-
ical interpretation of v,. Fisher reasoned that “the direct action
of Natural Selection [sic] must be proportional” (1930: 27) to
the contribution of an age class to future generations, implying
that the force of natural selection could be inferred from repro-
ductive value. Many authors, following Hamilton (1962), re-
gard this interpretation as an oversimplification (Schaffer,
1979; Goodman, 1982; Kokko et al., 2002). Because the force
of mortality increases with age, a premium on early selection
should almost always be expected, with the efficacy of selec-
tion throughout the lifespan declining with age (Williams,
1957; Hamilton, 1962; but see Baudisch, 2005). This expecta-
tion raises questions about whether or not reproductive value
measures intensity of selection.

We suggest that relating reproductive value to selection in-
tensity is most feasible when an aspect of morphology corre-
sponds directly to reproductive value, linking morphology,
performance, and fitness (Arnold, 1983). While the efficacy
of selection does decline with age through the action of mor-
tality, the canine tooth establishes an aging schedule indepen-
dent of other somatic systems because it erupts late, then
declines in size. Therefore, the tooth determines a new relation
between selection and mortality not present in juvenile ani-
mals. The inability of strictly demographic analyses to account
for correlations between morphology and life history may
explain persistent theoretical controversy regarding v,. The as-
sociation of sexually-selected weaponry and v, presents the
opportunity to infer the strength of selection, especially
when such features alter the pattern of mortality so
dramatically.

Life history and aging

The canine’s role in life history scheduling means that it of-
fers insights into aging (Williams, 1957; Hamilton, 1962).
Sexual selection has favored large size produced by rapid
canine eruption. However, selection against wear among geri-
atric mandrills must have trivial effects, given their some-
times-lengthy postreproductive periods. These attributes
establish the necessary conditions for life history tradeoffs.
In this case, attributes of the canine tooth that are selectively
favored early in life (rapid eruption of a large tooth) grant
males early access to mates. On the other hand, these same at-
tributes probably compromise the tooth’s ability to resist wear
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and breakage later in life. The absence of late reproduction
precludes selective counterbalances to the effects of early se-
lection, producing a tradeoff. Senescence of the tooth, and
with it declines in reproduction, may be an outcome of a selec-
tive ‘““trade” for a large, rapidly formed canine tooth that
breaks easily once worn. The main attribute under selection
may be length, produced through rapid eruption, as a result
of a selective premium on early reproduction. We predict
that this comes at the cost of enamel thickness, which we
assume is an energetically expensive component of the tooth
that constrains tooth development time. For example, in Papio
baboons, male enamel relative to crown size tends to be thin-
ner than female enamel (Hlusko et al., 2004), which may sug-
gest selection for thicker enamel and higher costs of enamel
development in males. Moreover, we also expect that great
length may reduce cross-sectional area and, thus, increase
bending moments. A long thin canine tooth with thin enamel
and small cross-sectional area would result in a tooth with
low bending resistance and, thus, may be susceptible to break-
age (Hylander, pers. comm.). Normal wear of a thinly enam-
elled tooth may further reduce cross-sectional area or alter
canine shape, affecting resistance to bending. Low reproduc-
tive output later in life cannot counterbalance this by offering
the chance to respond to selection for increased bending
strength on a worn tooth.

The possibilities for life history tradeoffs have important
implications beyond mandrills in two directions. First, forma-
tion of teeth during the prenatal and lactation periods suggests
that maternal effects and investment could play a surprisingly
large role in determining the mechanical properties of the
tooth. Well-nourished and high-ranking mothers should pro-
duce offspring with better teeth, producing variation in the
raw material responsive to sexual selection. Higher-quality
teeth may develop more rapidly, resist wear or bending, or
some combination of these features. In any case, the possibil-
ity of strong maternal effects reveals interesting and important
new dimensions to sexual selection theory (Kruuk et al., 1999;
Qvarnstrom and Price, 2001; Kotiaho et al., 2003; Delph,
2005), especially when weaponry is nonrenewable. Second,
these results indicate that species with nonrenewable weap-
onry offer simple mammalian systems for testing aging
models (Williams, 1957; Hamilton, 1962). Aging models re-
main controversial (Hughes et al., 2002; Hughes and Rey-
nolds, 2005), particularly in mammals, but the possibilities
offered by analyzing teeth in terms of life history tradeoffs
are significant. Specifically, genes involved in tooth develop-
ment are becoming well-known (Thesleff, 2006), providing
opportunities to investigate directly the consequences of trade-
offs for the evolution of both genetic and morphological
diversity.

Canines and the fossil record

Connections between canine morphology and life history
have broad implications for interpreting the fossil record.
Analyses of hominoids have gleaned life history data directly
from tooth histology (Dean et al., 2001; Mahoney et al., 2007).

Our results suggest that the canine could harbor detailed infor-
mation about male fitness in extinct species. Pending analyses
of females, this result probably applies best to fossil taxa with
strong sexual dimorphism. Associations between male fitness,
life history, and canine development that might be inferred
from fossils have significant implications for human evolution.
A wide range of dimorphism among primates as well as within
the human lineage (Plavcan et al., 2005) implies variation in
the degree to which canines associate with life history sched-
uling. Reduced canine dimorphism could correspond with ex-
panded male reproductive periods, allowing a response to
selection favoring longevity. Such factors could also be impor-
tant in human evolution.

Conclusions

Analyses of male mandrills indicate that a single morpho-
logical feature, the size of the canine tooth, is strongly corre-
lated with reproductive success. Reproductive output
corresponds closely with the size of the adult canine tooth.
Both variables change dramatically during life as the tooth
erupts, and later suffers wear and breakage. The vast majority
of conceptions occur during a relatively brief period of maxi-
mum canine length, with conceptions at other ages both rare
and sporadic. In addition to corresponding to the timing of
conceptions, canines are significantly larger in sires than in
nonsires, providing certain individuals with a clear competi-
tive edge.

These results are the first to demonstrate close ties between
fitness and weaponry in male primates. The relations between
weaponry and fitness in species with nonrenewable weapons,
such as primate canines, may be exceptional in comparison
to other sexually selected weapon systems. Specifically, the
nonrenewability of the canine tooth could entrain weaponry
and life history, contrasting with species that rely on renew-
able weapons (e.g., horns, antlers, and body mass). The me-
chanical properties of the canine tooth may largely define an
optimal male mandrill life history. Theoretically, these results
help resolve longstanding controversies about the meaning of
Fisher’s reproductive value, possibly by illustrating a case in
which reproductive value reflects the intensity of (sexual) se-
lection. The close ties between morphology and aging offer in-
sights into theories of aging. Finally, analyses of dimorphic
canines among fossils provide opportunities to recover de-
tailed information about the scheduling of male life histories.

Acknowledgements

We thank D.E. Lieberman, J.M. Plavcan, L.J. Hlusko,
J. Bullington, G.E. Blomquist, M. Kowalewski, and R. Stumpf
for helpful comments on earlier renditions of this manuscript.
Partial support for this project was provided by the Lever-
hulme Trust, project grant award (No. F/01576/B). We thank
CIRMF for making this study possible, and are especially
grateful to the staff of the Primate Centre for their help during
data collection. The CIRMF is financed by the Gabonese



84 S.R. Leigh et al. | Journal of Human Evolution 55 (2008) 75—85

government, Total Gabon, and the Ministére Frangais des Af-
faires Etrangeres.

References

Abernethy, K.A., White, L.J.T., Wickings, E.J., 2002. Hordes of mandrills
(Mandrillus sphinx): extreme group size and seasonal male presence. J.
Zool. 258, 131—137.

Alberts, S.C., Altmann, J., 2003. Matrix models for primate life history anal-
ysis. In: Kappeler, PM., Pereira, M.E. (Eds.), Primate Life Histories and
Socioecology. University of Chicago Press, Chicago, pp. 66—102.

Andersson, M.B., 1994. Sexual Selection. Princeton University Press,
Princeton.

Arnold, S.J., 1983. Morphology, performance, and fitness. Am. Zool. 23, 347—
361.

Baudisch, A., 2005. Hamilton’s indicators of the force of selection. Proc. Natl.
Acad. Sci. 102, 8263—8268.

Bercovitch, F.B., Widdig, A., Trefilov, A., Kessler, M.J., Berard, J.D.,
Schmidtke, J., Nurnberg, P., Krawczak, M., 2003. A longitudinal study
of age-specific reproductive output and body condition among male rhesus
macaques, Macaca mulatta. Naturwissenschaften 90, 309—312.

Brommer, J.E., 2004. Single-generation estimates of individual fitness as prox-
ies for long-term genetic contribution. Am. Nat. 163, 505—517.

Buchan, J.C., Alberts, S.C., Silk, J.B., Altmann, J., 2003. True paternal care in
a multi-male primate society. Nature 425, 179—181.

Cercueil, A., Bellemain, E., Manel, S., 2002. PARENTE: computer program
for parentage analysis. J. Hered. 93, 458—459.

Charmantier, A., Perrins, C., McCleery, R.H., Sheldon, B.C., 2006. Quantita-
tive genetics of age at reproduction in wild swans: support for antagonistic
pleiotropy models of senescence. Proc. Natl. Acad. Sci. 103, 6587—6592.

Charmantier, A., Sheldon, B.C., 2006. Testing genetic models of mate choice
evolution in the wild. Trends Ecol. Evol. 21, 417—419.

Charpentier, M., Peignot, P., Hossaert-McKey, M., Gimenez, O.,
Setchell, J.M., Wickings, E.J., 2005a. Constraints on control: factors influ-
encing reproductive success in male mandrills (Mandrillus sphinx). Behav.
Ecol. 16, 614—623.

Charpentier, M., Setchell, J.M., Prugnolle, F., Knapp, L.A., Wickings, E.J.,
Peignot, P., Hossaert-McKey, M., 2005b. Genetic diversity and reproduc-
tive success in mandrills (Mandrillus sphinx). Proc. Natl. Acad. Sci. 102,
16723—16728.

Coltman, D.W., Festa-Bianchet, M., Jorgenson, J.T., Strobeck, C., 2002. Age-
dependent sexual selection in bighorn rams. Proc. Biol. Sci. 269, 165—172.

Crow, J.E,, 2002. Perspective: here’s to Fisher, additive genetic variance, and
the fundamental theorem of natural selection. Evolution 56, 1313—1316.

Darwin, C., 1871. The descent of man, and selection in relation to sex. D. Ap-
pleton and Co, New York.

Dean, C., Leakey, M.G., Reid, D., Schrenk, F., Schwartz, G.T., Stringer, C.,
Walker, A., 2001. Growth processes in teeth distinguish modern humans
from Homo erectus and earlier hominins. Nature 414, 628—631.

Delph, L.F., 2005. Processes that constrain and facilitate the evolution of sex-
ual dimorphism. Am. Nat. 166 (Suppl. 4), 1—4.

Fisher, R.A., 1930. The Genetical Theory of Natural Selection. Clarendon
Press, Oxford.

Fisher, R.A., 1958. The Genetical Theory of Natural Selection. Dover Publi-
cations, New York.

Goodman, D., 1982. Optimal life histories, optimal notation, and the value of
reproductive value. Am. Nat. 119, 803—823.

Grafen, A., 2006. A theory of Fisher’s reproductive value. J. Math. Biol. 53,
15—60.

Grubb, P., 1973. Distribution, divergence, and speciation of the drill and man-
drill. Folia. Primatol. (Basel) 20, 161—177.

Hamilton, W.D., 1962. The moulding of senescence by natural selection. J.
Theoret. Biol. 12, 12—45.

Hlusko, L.J., Suwa, G., Kono, R.T., Mahaney, M.C., 2004. Genetics and the
evolution of primate enamel thickness: a baboon model. Am. J. Phys.
Anthropol. 124, 223—233.

Hughes, K.A., Alipaz, J.A., Drnevich, J.M., Reynolds, R.M., 2002. A test of
evolutionary theories of aging. Proc. Natl. Acad. Sci. 99, 14286—14291.

Hughes, K.A., Reynolds, R.M., 2005. Evolutionary and mechanistic theories
of aging. A. Rev. Entomol. 50, 421—445.

Kalinowski, S.T., Taper, M.L., Marshall, T.C., 2007. Revising how the com-
puter program CERVUS accommodates genotyping error increases success
in paternity assignment. Mol. Ecol. 16, 1099—1106.

Kay, R.F,, Plavcan, J.M., Glander, K.E., Wright, P.C., 1988. Sexual selection
and canine dimorphism in New World monkeys. Am. J. Phys. Anthropol.
77, 385—397.

King, S.J., Arrigo-Nelson, S.J., Pochron, S.T., Semprebon, G.M.,
Godfrey, L.R., Wright, P.C., Jernvall, J., 2005. Dental senescence in
a long-lived primate links infant survival to rainfall. Proc. Natl. Acad.
Sci. 102, 16579—16583.

Kokko, H., Brooks, R., McNamara, J.M., Houston, A.L., 2002. The sexual se-
lection continuum. Proc. Biol. Sci. 269, 1331—1340.

Kotiaho, J.S., Simmons, L.W., Hunt, J., Tomkins, J.L., 2003. Males influence
maternal effects that promote sexual selection: a quantitative genetic ex-
periment with dung beetles Onthophagus taurus. Am. Nat. 161, 852—859.

Kruuk, E.B., Slate, J., Pemberton, J.M., Brotherstone, S., Guinness, F., Clut-
ton-Brock, T., 2002. Antler size in red deer: heritability and selection
but no evolution. Evolution 56, 1683—1695.

Kruuk, L.E., Clutton-Brock, T.H., Rose, K.E., Guinness, F.E., 1999. Early de-
terminants of lifetime reproductive success differ between the sexes in red
deer. Proc. Biol. Sci. 266, 1655—1661.

Lawler, R.R., Richard, A.F, Riley, M.A., 2005. Intrasexual selection in Ver-
reaux’s sifaka (Propithecus verreauxi verreauxi). J. Hum. Evol. 48,
259-2717.

Leigh, S.R., 1995. Ontogeny and the evolution of body size dimorphism in pri-
mates. 33, 17—28.

Leigh, S.R., Setchell, .M., Buchanan, L.S., 2005. Ontogenetic bases of canine
dimorphism in anthropoid primates. Am. J. Phys. Anthropol. 127, 296—
311.

Lenski, R.E., Service, PM., 1982. The statistical analysis of population growth
rates calculated from schedules of survivorship and fecunidity. Ecology 63,
655—662.

Mabhoney, P., Smith, T.M., Schwartz, G.T., Dean, C., Kelley, J., 2007. Molar
crown formation in the late Miocene Asian hominoids, Sivapithecus par-
vada and Sivapithecus indicus. J. Hum. Evol. 53, 61—68.

McGraw, J.B., Caswell, H., 1996. Estimation of individual fitness from life-
history data. Am. Nat. 147, 47—64.

Microsoft Corp., 2004. Microsoft Excel. Microsoft Corporation, Redmond,
Washington, U.S.A.

Moses, L.E., Gale, L.C., Altmann, J., 1992. Methods for analysis of unbal-
anced, longitudinal growth data. Am. J. Primatol. 28, 49—59.

Newton, I., Rothery, P., 1997. Senescence and reproductive value in sparrow-
hawks. Ecology 78, 1000—1008.

Plavcan, J.M., 1993. Canine size and shape in male anthropoid primates. Am.
J. Phys. Anthropol. 92, 201—216.

Plavcan, J.M., 2001. Sexual dimorphism in primate evolution. Am. J. Phys.
Anthropol. Suppl. 33, 25—53.

Plavcan, J.M., Lockwood, C.A., Kimbel, W.H., Lague, M.R., Harmon, E.H.,
2005. Sexual dimorphism in Australopithecus afarensis revisited: how
strong is the case for a human-like pattern of dimorphism? J. Hum.
Evol. 48, 13—32.

Plavcan, J.M., van Schaik, C., 1992. Intrasexual competition and canine di-
morphism in anthropoid primates. Am. J. Phys. Anthropol. 87, 461—477.

Qvarnstrom, A., Price, T.D., 2001. Maternal effects, paternal effects and sexual
selection. Trends Ecol. Evol. 16, 95—100.

Ralls, K., 1977. Sexual dimorphism in mammals: avian models and unan-
swered questions. Am. Nat. 111, 918—938.

Robinson, M.R., Pilkington, J.G., Clutton-Brock, T.H., Pemberton, J.M.,
Kruuk, L.E., 2006. Live fast, die young: trade-offs between fitness compo-
nents and sexually antagonistic selection on weaponry in Soay sheep. Evo-
lution 60, 2168—2181.

Rogers, M.E., Abernethy, K.A., Fontaine, B., Wickings, E.J., White, L.J.T.,
Tutin, C.E.G., 1999. Ten days in the life of a mandrill horde in the Lopé
Reserve. Gabon. Am. J. Primatol. 40, 297—313.



S.R. Leigh et al. | Journal of Human Evolution 55 (2008) 75—85 85

Sade, D.S., 1990. Intrapopulation Variation in Life History Parameters. In:
DeRousseau, C.J. (Ed.), Primate Life History Evolution. Wiley-Liss Inc,
New York, pp. 181—194.

Schaffer, W.M., 1979. Equivalence of maximizing reproductive value and fit-
ness in the case of reproductive strategies. Proc. Natl. Acad. Sci. 76,
3567—3569.

Setchell, J.M., 2005. Do female mandrills prefer brightly colored males? Int. J.
Primatol. 26, 715—735.

Setchell, J.M., Charpentier, M., Wickings, E.J., 2005. Sexual selection and re-
productive careers in mandrills (Mandrillus sphinx). Behav. Ecol. Socio-
biol. 58, 474—485.

Setchell, J.M., Dixson, A.F,, 2001a. Arrested development of secondary sexual
adornments in subordinate adult male mandrills (Mandrillus sphinx). Am.
J. Phys. Anthropol. 115, 245—252.

Setchell, J.M., Dixson, A.F., 2001b. Changes in the secondary sexual adorn-
ments of male mandrills (Mandrillus sphinx) are associated with gain
and loss of alpha status. Horm. Behav. 39, 77—184.

Setchell, J.M., Dixson, A.F., 2002. Developmental variables and dominance
rank in adolescent male mandrills (Mandrillus sphinx). Am. J. Primatol.
56, 9—25.

Setchell, J.M., Lee, P.C., Wickings, E.J., Dixson, A.F., 2001. Growth and on-
togeny of sexual size dimorphism in the mandrill (Mandrillus sphinx). Am.
J. Phys. Anthropol. 115, 349—360.

Setchell, J.M., Wickings, E.J., 2005. Dominance, status signals, and coloration
in male mandrills (Mandrillus sphinx). Ethology 111, 25—50.

Setchell, J.M., Wickings, E.J., Knapp, L.A., 2006. Life history in male man-
drills (Mandrillus sphinx): physical development, dominance rank, and
group association. Am. J. Phys. Anthropol. 131, 498—510.

Short, R.V., Balaban, E., 1994. The Differences Between the Sexes. Cam-
bridge University Press, New York.

Stearns, S.C., 1992. The Evolution of Life Histories. Oxford University Press,
New York.

Systat Inc., 2004. Systat 11. Systat Inc. California, U.S.A, Richmond.

Thesleff, 1., 2006. The genetic basis of tooth development and dental defects.
Am. J. Med. Genet. A 140, 2530—2535.

Wickings, EJ., 1995. Genetic self-management in a captive colony of man-
drills (Mandrillus sphinx) as revealed by DNA minisatellite fingerprints.
Electrophoresis 16, 1678—1683.

Williams, G.C., 1957. Pleiotropy, natural selection, and the evolution of senes-
cence. Evolution 11, 398—411.



	Canine tooth size and fitness in male mandrills (Mandrillus sphinx)
	Introduction
	Materials and methods
	Mandrill biology
	Samples
	Paternity analyses
	Demographic parameters
	Morphometric and demographic analyses

	Results
	Age-related changes in canine morphology and reproduction
	Comparisons of sires and nonsires
	Male social rank

	Discussion
	General patterns
	Male reproductive scheduling
	Adult tooth size
	Rank and canine weaponry
	Evolution of weaponry
	Reproductive value and fitness
	Life history and aging
	Canines and the fossil record

	Conclusions
	Acknowledgements
	References


