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ABSTRACT

Question: How can we numerically discriminate with explicit confidence the alternative
phenotypes in dimorphic species with bimodal threshold traits?

Mathematical method: A bimodal distribution of a dimorphic trait is parameterized by
mixture distribution models for normal and gamma distributions. Likelihood ratios of
the alternative phenotypes for a given trait size are computed from the mixture models. The
likelihood models are tested in several horn-dimorphic beetles and compared with existing
piece-wise linear regression methods.

Key assumptions: The bimodal distribution represents a mixture of two discrete distributions.
The alternative phenotypes have normal or gamma distributions.

Conclusions: Likelihood methods effectively model the way in which alternative phenotypes
are expressed in taxa with bimodal trait size frequency distributions. New likelihood models
estimate the probability that a given trait size represents a given phenotype in normal to skewed
bimodal frequency distributions. These prove theoretically and empirically superior to linear
regression methods. Likelihood methods model the behaviour of threshold mechanisms
in natural populations and will enhance exploration of the evolutionary significance of
intraspecific conditional phenotypes.

Keywords: alternative tactics, horn dimorphism, intrasexual polyphenism, likelihood models,
threshold traits.

INTRODUCTION

The aim of this paper is to introduce new numerical methods that discriminate the
alternative phenotypes in dimorphic species with explicit confidence. Our models estimate
likelihood ratios of the alternative phenotypes across bimodal frequency distributions and
are relevant to diverse taxa that express discontinuous morphologies.

The likelihood method should prove broadly useful for exploring the evolutionary
significance of conditional strategies and threshold traits, including, for example, how and
why alternative intrasexual phenotypes arise and evolve in relation to ecological factors,
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such as the social environment in which they are framed (Gross, 1996; Emlen and Nijhout, 2000).
Moreover, intrasexual conditional polyphenisms are thought to constitute an important
source of morphological and behavioural specializations and of phylogenetic diversification
(West-Eberhard, 1989, 1992, 2003).

The present models will apply to intrasexual dimorphisms that are common among
insects and other invertebrates (Emlen and Nijhout, 2000) and which are well documented in
vertebrate species, such as bill-dimorphic African finches (Smith, 1987). Male horns in certain
beetle taxa exhibit polymorphism and have yielded unique perspectives concerning the
evolutionary behaviour of threshold traits (e.g. Emlen, 1996; Moczek and Emlen, 1999; Emlen and Nijhout,

2000). Here we employ the likelihood models to examine a selected suite of male horn-
dimorphic beetle species to illustrate the utility of this new approach.

Varied studies of laboratory, exotic and natural populations of horn-dimorphic beetles
show that parameters of horn allometry evolve rapidly in response to diverse ecological
factors (Kawano, 1995; Emlen, 1996; Moczek, 1998; Moczek and Nijhout, 2003; Rowland, 2003). Changes in both
the position and shape of the horn allometry occur in advance of primary sexual characters
and, presumably, reproductive isolation. The latter changes may represent some of the
earliest features of morphological divergence in these and other groups (Moczek, 2003; Rowland,

2003; but see Kawano, 1995). Interspecific competition and character displacement appear to have
generated marked divergence of threshold parameters in the horn scaling alternatives
of several sympatric species-pairs of the elaborately horned dynastine scarab genera
Chalcosoma, Xylotrupes and others (Kawano, 1995, 2003; Rowland, 2003). In Onthophagus dung
beetles, both intra- and interspecific competition appear to have generated significant
threshold divergence between allopatric populations within a matter of decades (Moczek et al.,

2002; Moczek 2003; Moczek and Nijhout, 2003).
Intrasexual horn dimorphism occurs in beetles as a consequence of the male’s capacity

to develop along alternative ontogenetic pathways. Horn expression is determined by a
condition-dependent threshold mechanism that is sensitive to larval size (Eberhard, 1982; Moczek,

1998; Emlen and Nijhout, 1999; Moczek and Emlen, 1999) and is associated in Onthophagus dung beetles
with the timing and titre of juvenile hormone (Emlen and Nijhout, 1999). Individuals below a
critical threshold body size produce horns that are proportionally smaller than those of
males of larger body sizes. In sigmoidal allometries, the scaling relationship of horn size
increases rapidly over a narrow body size range. This produces two phenotypic modes in the
horn size frequency distribution that are separated by a nadir, or intermode, wherein
relatively fewer individuals of intermediate horn sizes are expressed (Figs. 1–6). In theory,
this threshold mechanism maximizes genotypic fitness by allowing individuals to select the
phenotypic alternative that provides the maximum fitness for a given body size or status
(Emlen, 1996; Gross, 1996).

Male horn-dimorphism in beetles appears to operate in concert with diverse suites of
correlated tactics, such as alternative reproductive behaviours (Eberhard, 1982; Siva-Jothy, 1987;

Cook, 1990; Rasmussen, 1994; Emlen, 1997; Simmons et al., 1999; Hunt and Simmons, 2000; Moczek and Emlen, 2000).
To identify such correlated suites of alternative tactics and to associate their differential
expression to ecological and other variables, it is important to determine, where possible,
which individual males belong to which alternative horn phenotype. However, such
determination has been problematic in species with sigmoidal allometries because the
prevailing numerical methods produce only single, absolute cutscores that are insensitive to
continuous variation of horn size across the allometric and frequency distributions.

In earlier studies, visual estimation of the nadir value in the bimodal trait size frequency
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distribution provided a means of discriminating between the alternative male phenotypes in
horned beetles and other taxa (e.g. Huxley, 1927; Siva-Jothy, 1987). More recently, piece-wise linear
regression (Eberhard and Gutierrez, 1991; Kotiaho and Tomkins, 2001) and logistic regression models (Emlen,

1996; Moczek, 2002; Rowland, 2003) that parameterize horn size scaling relationships have been
employed to estimate the location in the allometry of the developmental switchpoint
between phenotypes. A recent report by Kotiaho and Tomkins (2001) reviewed these methods
and derived an optimized model for estimating switchpoints. However, all of the
above methods rely on the identification of a single, absolute cutscore for discriminating
alternative phenotypes. Moreover, the above methods are liable to fall short because they do
not adequately model the way in which threshold traits with sigmoidal allometries are
expressed.

In male horn-dimorphic beetles with sigmoidal allometries, the alternative phenotypes
are at least partially uncoupled developmentally and are thought to be produced by
alternative subsets of genes. Individuals inherit both subsets, but express one or the other
depending on conditions encountered as larvae develop (Emlen and Nijhout, 2000). The sigmoidal
allometry produces two phenotypic modes in the horn size frequency distribution separated
by an intermode within which there are relatively fewer individuals of intermediate
horn sizes. Thus, the bimodal horn size frequency distribution represents the sum of the
two separate frequency distributions and the relative proportion of the two alternative
phenotypes is fractional for each point where their frequency distributions overlap (Fig. 1).
These distributions overlap in part due to genetic and environmental variation in the
switchpoints of different individuals; that is, there is no single switchpoint. We suggest that
existing models which rely on a single absolute cutscore fail to represent the behaviour of
threshold mechanisms expressed in natural populations. In the region where two morph
frequency distributions overlap, male morphology is best represented by a probability
distribution that reflects the relative proportions of the two alternative phenotypes for a
given horn size. In taxa with sigmoid scaling relationships, classification of individual males
to either phenotypic alternative decreases in certainty as horn size approaches the inflection
region of the allometry and nadir region of the frequency distribution.

The single absolute cutscore employed by the above methods misclassifies each
phenotype according to the distribution parameters of the alternative phenotypes in the
region of overlap. There is always one side of the single cutscore in which the individuals
immediately adjacent to the cutscore carry at least a 50% chance of misclassification. To
eliminate these large errors, we developed a method that estimates the likelihood ratios of
the two phenotypes across the bimodal horn size frequency distribution.

Here we demonstrate our new numerical models in male horn-dimorphic beetles. The
likelihood models discriminate minor and major males on the basis of horn size with
explicit confidence. These models are generalizable and can be applied to a multitude of
taxa with sigmoid threshold trait allometries. The principle of these models in the example
of male horn-dimorphic beetles is that horn size frequency distribution can be modelled as
mixtures of two distributions that correspond to the alternative minor and major male horn
phenotypes. The probabilities that a given horn size represents a minor or major male
phenotype are complementary functions described by the likelihood ratio at any given horn
size under the distribution curve (Fig. 1). The proportions of minor and major males of
horned beetles and the shape of the horn size frequency distribution can vary in natural
populations according to circadian (Siva-Jothy, 1987), seasonal (Eberhard, 1982; Emlen, 1996) and
other factors. Therefore, the likelihood cutscores will also vary according to such factors.
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Likelihood cutscores are applicable between samples and can be used prospectively where
samples are expected to have similar distribution characteristics, such as under experimental
control.

METHODS

Four species of male horn-dimorphic beetles were selected for this study that represent
differing shapes of the frequency distributions and differing scaling relationships of horn
size to body size. Details concerning the samples of Xylotrupes gideon and X. ulysses
australicus are given in Rowland (2003). The Phanaeus vindex sample was trapped by
Dr. Truman Fincher in Arlington, Georgia on 24 October 1998. The Onthophagus taurus
data represent 217 bivariates from Stern and Emlen (1999, figure 5). Xylotrupes gideon,
P. vindex and O. taurus are strongly horn-dimorphic species that vary considerably in shapes
of the frequency distribution. In X. gideon (Fig. 2), the shape of the distribution appears
symmetric around the mean in both the minor and major males. In P. vindex (Fig. 3), the
distribution is skewed moderately right in the major males. In O. taurus, the shape of
the distributions is skewed strongly left in the minor males and strongly right in the major
males (Figs. 4, 5). Xylotrupes ulysses australicus (Fig. 6) is a weakly dimorphic species
with extensive overlap of the minor and major male frequency distributions, impeding
estimation of their shapes (Rowland, 2003). This choice of species and samples represents two
contrasting frequency distribution shapes found broadly in horned beetles, normal and
strongly skewed, as well as intermediates between these extremes.

To fit these varying shapes, we propose model <c> to simulate normal distributions and
model <d>, which employs the gamma function, to simulate skewed distributions. Both

Fig. 1. Bimodal frequency distribution (heavy curve) of threshold trait sizes is the sum of the distri-
butions of the alternative ‘minor’ and ‘major’ phenotypes (thin curves). At trait size ‘Y’, sample
frequency ‘C’ represents the sum of the number of minor males with that trait size (frequency ‘A’)
plus the number of major males with that trait size (frequency ‘B’). The likelihood ratio of minor
males to major males at trait size ‘Y’ is 2 :1. The likelihood ratio of minor males to major males at trait
size ‘X’ is 5 :95 (1 :19) (see text, models <c> and <d>).
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models were tested in all four species and their performances are compared by chi-square
and likelihood goodness-of-fit methods and other criteria.

Model <c>, the mixture normal distribution: f(x) = (1 − p) f1(x) + pf2(x), where

f1(x) =
1 

σ1√2π
e

−
1

2�x − µ1

σ1 �
2

, for minor males,

f2(x) =
1 

σ2√2π
e

−
1

2�x − µ2

σ2 �
2

, for major males; and

where x = horn length; p = fraction of major males; µ1, µ2 = means and σ1, σ2 = standard
deviations of minor male and major male normal distributions of horn length, respectively.

Fig. 2. Allometric relationship and frequency distributions of horn size and body size in Xylotrupes
gideon from Lampung Province, Sumatra, Indonesia (n = 177). Horizontal lines represent 99%
likelihood cutscores for minor and major males derived by model <c> (see text). At least 99% of
individuals above the upper cutscore represent the major phenotype and at least 99% of individuals
below the lower cutscore represent the minor phenotype.
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Model <d>, the mixture gamma distribution: f(x) = (1 − p)f1(x) + pf2(x), where

f1(x) =
1

Γ(λ1) �
x − LB

θ1
�

λ1 − 1 1

θ1

e
−�x − LB

θ1 �, for minor males,

f2(x) =
1

Γ(λ2) �
UB − x

θ2
�

λ2 − 1 1

θ2

e
−�UB − x

θ2 �, for major males; and

where LB = lower bound of minor male horn lengths; UB = upper bound of major male
horn lengths; θi, λi = scale and shape parameters for ith gamma distribution, i = 1, 2.
Although the theoretical distributions of minor and major male horn lengths extend
beyond LB and UB, the interval LB ≤ x ≤ UB is restricted within rational limits. The means

Fig. 3. Allometric relationship and frequency distributions of horn size and body size in Phanaeus
vindex from Arlington, Georgia, USA (n = 108). Horizontal lines represent 99% likelihood cutscores
for minor and major males derived by model <d> (see text). At least 99% of individuals above
the upper cutscore represent the major phenotype and at least 99% of individuals below the lower
cutscore represent the minor phenotype.
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of the minor and major male horn sizes in terms of these parameters are LB + θ1λ1 and
UB −θ2λ2 respectively; the standard deviations are θ1√λ1 and θ2√λ2.

Functions <c> and <d> describe the shape of the bimodal distribution. The number of
minor (L1) and major (L2) males at a given horn size (x) is proportional to the following
expressions of likelihood, and the fraction of males that are major males at a given horn
length is L2 / (L1 + L2).

L1(minor) = (1 − p) f1(x)

L2(major) = pf2(x)

The cutscores for major males in either model <c> or <d> are obtained as the x values
such that L2 / (L1 + L2) = 0.95, 0.99 or 0.999. In terms of likelihood ratios, L2 /L1 = 19, 99 or
999 for major male cutscores, and L2 /L1 = 1/19, 1/99 or 1/999 for minor male cutscores.

Fig. 4. Allometric relationship and frequency distributions of horn size and body size in Onthophagus
taurus; data represent bivariates from data in Stern and Emlen (1999, figure 5) (n = 217). Horizontal lines
represent 99% likelihood cutscores for minor and major males derived by model <d> (see text).
At least 99% of individuals above the upper cutscore represent the major phenotype and at least 99%
of individuals below the lower cutscore represent the minor phenotype.
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RESULTS

Chi-square and likelihood goodness-of-fit tests preferred model <c> for X. gideon, in
which the morph frequency distributions appear normal (Fig. 2), and model <d> for
O. taurus, in which the distributions are strongly skewed (Fig. 4). In the samples with
intermediate frequency distributions, chi-square and likelihood goodness-of-fit preferred
different models and thus the models were chosen on the basis of additional rationale
specific to each case. In X. ulysses australicus, model <d> did not detect the nadir region
of the distribution and did not produce cutscores. In P. vindex, both models produced
cutscores, but we favoured model <d> because it proved more conservative. While
chi-square and likelihood goodness-of-fit will probably suffice to select the appropriate

Fig. 5. Allometric relationship and frequency distributions of horn size and body size in Onthophagus
taurus from data in Stern and Emlen (1999, figure 5) (n = 217). This figure shows the single horn size
cutscore (solid line) used to discriminate minor and major males of O. taurus by Hunt and Simmons
(2000) and Kotiaho and Tomkins (2001). This cutscore does not correspond to the nadir region of the
frequency distribution (sloping lines). The nadir region closely, but imprecisely, corresponds to the
developmental switchpoint between minor and major males. The single cutscore misclassifies few
major males as minor males, but misclassifies a great many minor males as major males.
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model for many taxa, we found it necessary to apply additional rationale to select the best
model for two of the present samples. Thus we do not here suggest absolute rules.

Using 99% likelihood cutscores, model <c> estimates that at least 99% of X. gideon
males with horn lengths smaller than 16.8 mm represent the minor phenotype and at least
99% of the males with horns larger than 25.9 mm represent the major phenotype (Fig. 2;
Table 1). Model <c> estimates that at least 99% of X. ulysses australicus males with horn
lengths smaller than 12.4 mm represent the minor phenotype and males with horns larger
than 19.9 mm represent the major phenotype (Fig. 6; Table 1). Model <d> estimates that
with lower and upper bounds of 0.50 mm and 11.1 mm, at least 99% of P. vindex males with
horn lengths smaller than 3.2 mm represent the minor phenotype and males with horns
larger than 8.1 mm represent the major phenotype (Fig. 3; Table 1). Model <d> estimates
that with lower and upper bounds of 0.37 mm and 4.72 mm, at least 99% of O. taurus males

Fig. 6. Allometric relationship and frequency distributions of horn size and body size in Xylotrupes
ulysses australicus from Bundaberg, Queensland, Australia (n = 426). Horizontal lines represent 99%
likelihood cutscores for minor and major males derived by model <c> (see text). At least 99% of
individuals above the upper cutscore represent the major phenotype and at least 99% of individuals
below the lower cutscore represent the minor phenotype.
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with horn lengths smaller than 1.07 mm represent the minor phenotype and males with
horns larger than 3.59 mm represent the major phenotype (Fig. 4; Table 1). The horn length
cutscores for 95%, 99% and 99.9% likelihood ratios of the alternative phenotypes of each
species are reported in Table 1.

DISCUSSION

Here we introduce numerical models for probabilistic discrimination of the alternative
phenotypes in taxa that express discontinuous morphologies and then demostrate their use
in a suite of male horn-dimorphic beetles. The likelihood models estimate the probability
that an individual with a given trait size represents a given phenotype across normal to
skewed bimodal trait size distributions. These provide a significant refinement compared
with single cutscore methods, which are liable to large errors in discriminating alternative
phenotypes (Figs. 4, 5). The likelihood models are intended to help discriminate and
correlate alternative suites of morphological, behavioural, physiological and life-history
tactics. Specific applications in male horn-dimorphic beetles, for example, include com-
parative studies of sexual characters and behaviours (e.g. Simmons et al., 1999; Hunt and Simmons, 2000,

Table 1. Distribution parameters and likelihood cutscores for alternative male phenotypes in selected
taxa of horned beetles

Xylotrupes
gideon

X. ulysses
australicus

Phanaeus
vindex

Onthophagus
taurus

Parameter
(n = 177,
p = 0.56)

(n = 420,
p = 0.61)

(n = 108,
p = 0.73)

(n = 217,
p = 0.55)

Minor males
Normal µ/σ, or Gamma θ/λ
LB

15.5 /3.15 13.1 /2.36 1.14 /1.79
LB = 0.50

0.501 /1.14
LB = 0.37

Major males
Normal µ/σ, or Gamma θ/λ
UB

31.3 /4.80 19.5 /2.20 0.66 /3.01
UB = 11.1

0.495 /1.57
UB = 4.72

0.95 Likelihood cutscores minor < 18.9
major > 24.9

minor < 13.7
major > 18.4

minor < 4.0
major > 7.2

minor < 1.52
major > 3.13

0.99 Likelihood cutscores minor < 16.8
major > 25.9

minor < 12.4
major > 19.9

minor < 3.2
major > 8.1

minor < 1.07
major > 3.59

0.999 Likelihood cutscores minor < 13.3
major > 27.6

minor < 10.7
major > 22.0

minor < 1.9
major > 10.2

minor –
major > 4.31

Note: The numerical model <c> estimates the µ and σ parameters in Xylotrupes and Phanaeus and numerical
model <d> estimates the θ and λ parameters in Onthophagus for minor and major male horn length distributions.
The probabilities that a given horn length represents a minor or major male are complementary functions that are
described by the likelihood ratio at any given horn length under the distribution curve (see text). The horn length
cutscores for three likelihood ratios (95%, 99%, 99.9%) of the alternative phenotypes are presented for four species
with differing allometric shapes. p = proportion of major males in each sample; units are millimetres; LB = lower
bound; UB = upper bound.
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2002; Tomkins and Simmons, 2002; Hongo, 2003) and fitness functions such as fluctuating asymmetry
(e.g. Hunt and Simmons, 1997, 1998). This method will also aid such studies in, for example, forceps-
dimorphic male dermapterans where classification of alternative male phenotypes was
confounded by broad overlaps in threshold trait sizes (e.g. Tomkins and Simmons, 1996; Tomkins, 1999).
In the above examples, all the individuals in the samples were classified as either one
phenotype or another by means of a single, absolute cutscore (Fig. 5). The present
likelihood models are more sensitive because they classify individuals according to each
phenotype with a defined level of probability (Figs. 1–6).

The likelihood methods may significantly alter interpretation of reproductive tactics
in the onthophagine dung beetle Onthophagus taurus, an important model species for
exploring the evolutionary behaviour of threshold traits. Hunt and Simmons (2000) pointed
out that in previous studies, only males from the opposite extremes of the allometric
distributions were used in experiments to discriminate and correlate alternative behavioural
and morphological tactics. Their study was the first to examine comparative behaviours of
several graduated size classes of males across the entire range of body and horn sizes.
Employing this design with O. taurus, they found that while horn size varied continuously,
male reproductive behaviour varied in a discontinuous, ‘all-or-none’ fashion. Males below
5 mm pronotal width (an indicator of body size) did not provision brood masses, whereas
males above that size engaged in a fixed amount of provisioning. These results provided
the first such empirical evidence that alternative male horn phenotypes are produced by
discrete ontogenetic programs and that intermediate horn sizes do not necessarily reflect
intermediate underlying programs.

While Hunt and Simmons (2000) found that the onset of horn development coincides
precisely with the onset of brood provisioning, it appears they incorrectly concluded that
this point corresponds to the switchpoint between minor and major male phenotypic
alternatives. Indeed, there is a profound increase in the slope of the horn allometry at
approximately 5 mm pronotal size (Hunt and Simmons, 2000, figure 1) (c. 4.7 mm in the data herein;
Figs. 4, 5), which concurs with the switchpoint identified in O. taurus by Kotiaho and
Tomkins (2001). However, extension of this point in the allometric distribution to the horn
size frequency distribution shows it to be located far outside the nadir region of the bimodal
horn size distribution (Fig. 5). In fact, the point these methods identify occurs near the peak
of the minor male horn size frequency distribution.

The point of onset of rapid horn growth and brood provisioning behaviour identified by
Hunt and Simmons (2000) and Kotiaho and Tomkins (2001) do not correspond with the minor
to major male developmental switchpoint in O. taurus as estimated by the logistic regression
parameterization methods (see data in Emlen, 1996; Moczek, 2003), the likelihood ratio methods
herein (Fig. 4) or as visually estimated by the location of the nadir of the bimodal frequency
distribution (Fig. 5). The methods of Hunt and Simmons (2000) and Kotiaho and Tomkins
(2001), rather than identifying the developmental switchpoint between minor and major
male phenotypes, instead identify the first point in the bivariate distribution where the
allometric trajectory changes abruptly. In O. taurus, that point occurs within the minor male
phenotype distribution (Figs. 4, 5).

Our interpretation of the results of Hunt and Simmons (2000) and Kotiaho and Tomkins
(2001) suggests that onset of rapid horn development and male brood provisioning in O.
taurus, rather than representing major male tactics, may represent subordinate threshold
phenomena within the minor male developmental program. In fact, our likelihood ratio
model estimates that the onset of these tactics corresponds to a point in the horn size
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frequency distribution in which the likelihood ratio of minor to major males is greater than
99 :1 (Figs. 4, 5).

In summary, study of the evolutionary significance of threshold traits has been limited
by the methods available for assigning individuals to the respective tactics. In particular,
previous methods provide a single absolute value to discriminate between tactics. This single
cutscore is insufficient for two reasons. First, it assumes that all individuals above the
cutscore possess one discrete attribute and all individuals below it possess another –
an assumption that is clearly inaccurate given that the distributions of the alternative
phenotypes overlap in most dimorphic systems. Second, the numerical estimate for this
cut-off often does not agree with observations of behaviour.

Here we provide a new method for assigning individuals to alternate tactics – a likelihood
method that explicitly accounts for overlap of the tactic frequency distributions. It also
assigns probabilities in accordance with the extent of distribution overlap. We introduce
two models – one for normal and one for skewed tactic frequency distributions – and
demonstrate their efficacy using allometry data for four male horn-dimorphic beetle
species.

We suggest that likelihood methods such as these will complement existing methods, and
enhance future explorations of the evolutionary significance of intraspecific conditional
phenotypes. We are presently developing the mixture distribution concept as an element
in an expanded model that couples trait size with body size through the bivariate
scaling function. Hopefully, a coherent numerical system can be developed that will
effectively model demographic and evolutionary change in the expression of alternative
phenotypes and non-linear scaling relationships. Such a system will be useful, for instance,
in investigating the biological significance of the skewed distributions of the threshold trait
alternatives addressed in this study.

ACKNOWLEDGEMENTS

We wish to thank D. Emlen and A. Moczek for their insightful comments concerning the manuscript.
P. Allsopp and T. Fincher each provided large collections of specimens that were used in this study.

REFERENCES

Cook, D. 1990. Differences in courtship, mating and postcopulatory behavior between male morphs
in the dung beetle Onthophagus binodis Thunberg (Coleoptera: Scarabaeidae). Anim. Behav., 40:
428–436.

Eberhard, W.G. 1982. Beetle horn dimorphism: making the best of a bad lot. Am. Nat., 119:
420–426.

Eberhard, W.G. and Gutierrez, E.E. 1991. Male dimorphisms in beetles and earwigs and the
question of developmental constraints. Evolution, 45: 18–28.

Emlen, D.J. 1996. Artificial selection on horn length–body size allometry in the horned beetle
Onthophagus acuminatus (Coleoptera: Scarabaeidae). Evolution, 50: 1219–1230.

Emlen, D.J. 1997. Alternative reproductive tactics and male-dimorphism in the horned beetle
Onthophagus acuminatus (Coleoptera: Scarabaeidae). Behav. Ecol. Sociobiol., 41: 335–342.

Emlen, D.J. and Nijhout, H.F. 1999. Hormonal control of male horn length dimorphism in the dung
beetle Onthophagus taurus (Coleoptera: Scarabaeidae). J. Insect Physiol., 45: 45–53.

Emlen, D.J. and Nijhout, H.F. 2000. The development and evolution of exaggerated morphologies in
insects. Annu. Rev. Entomol., 45: 661–708.

Rowland and Qualls432



Gross, M.F. 1996. Alternative reproductive strategies and tactics: diversity within sexes. Trends Ecol.
Evol., 11: 92–98.

Hongo, Y. 2003. Appraising behaviours during male–male interaction in the Japanese horned beetle
Trypoxylus dichotomus septentrionalis (Kono). Behaviour, 140: 501–517.

Hunt, J. and Simmons, L.W. 1997. Patterns of fluctuating asymmetry in beetle horns: an
experimental examination of the honest signalling hypothesis. Behav. Ecol. Sociobiol., 41:
109–114.

Hunt, J. and Simmons, L.W. 1998. Patterns of fluctuating asymmetry in beetle horns: no evidence for
reliable signalling. Behav. Ecol., 9: 465–470.

Hunt, J. and Simmons, L.W. 2000. Maternal and paternal effects on offspring phenotype in the dung
beetle Onthophagus taurus. Evolution, 54: 936–941.

Hunt, J. and Simmons, L.W. 2002. Confidence of paternity and parental care: covariation revealed
through the experimental manipulation of the mating system in the beetle Onthophagus taurus.
J. Evol. Biol., 15: 784–795.

Huxley, J.S. 1927. Studies on heterogonic growth (IV). The bimodal cephalic horn of Xylotrupes
gideon. J. Genet., 18: 45–53.

Kawano, K. 1995. Habitat shift and phenotypic character displacement in sympatry of two closely
related rhinoceros beetle species (Coleoptera: Scarabaeidae). Ann. Entomol. Soc. Am., 88:
641–652.

Kawano, K. 2003. Character displacement in stag beetles (Coleoptera: Lucanidae). Ann. Entomol.
Soc. Am., 96: 503–511.

Kotiaho, J.S. and Tomkins, J.L. 2001. The discrimination of alternative male morphologies. Behav.
Ecol., 12: 553–557.

Moczek, A.P. 1998. Horn polyphenism in the beetle Onthophagus taurus: larval diet quality and
plasticity in parental investment determine adult body size and male horn morphology. Behav.
Ecol., 9: 636–641.

Moczek, A.P. 2002. Allometric plasticity in a polyphenic beetle. Ecol. Entomol., 27:
58–67.

Moczek, A.P. 2003. The behavioral ecology of threshold evolution in a polyphenic beetle. Behav.
Ecol., 14: 841–854.

Moczek, A.P. and Emlen, D.J. 1999. Proximate determination of male horn dimorphism in the beetle
Onthophagus taurus (Coleoptera: Scarabaeidae). J. Evol. Biol., 12: 7–37.

Moczek, A.P. and Emlen, D.J. 2000. Male horn dimorphism in the scarab beetle Onthophagus taurus:
do alternative tactics favor alternative phenotypes? Anim. Behav., 59: 459–466.

Moczek, A.P. and Nijhout, H.F. 2003. Rapid evolution of a polyphenic threshold. Evol. Devel., 5:
259–268.

Moczek, A.P., Hunt, J., Emlen, D.J. and Simmons L.W. 2002. Threshold evolution in exotic
populations of a polyphenic beetle. Evol. Ecol. Res., 4: 587–601.

Rasmussen, J.L. 1994. The influence of horn and body size on the reproductive behavior of
the horned rainbow scarab beetle Phanaeus difformis (Coleoptera: Scarabaeidae). J. Insect
Behav., 7: 67–82.

Rowland, J.M. 2003. Male horn dimorphism, phylogeny and systematics of rhinoceros beetles of the
genus Xylotrupes (Scarabaeidae: Coleoptera). Aust. J. Zool., 51: 213–258.

Simmons, L.W., Tomkins, J.L. and Hunt, J. 1999. Sperm competition games played by dimorphic
male beetles. Proc. R. Soc. Lond. B, 266: 145–150.

Siva-Jothy, M.T. 1987. Mate securing tactics and the cost of fighting in the Japanese horned beetle,
Allomyrina dichotoma L. (Scarabaeidae). J. Ethol., 5: 165–172.

Smith, T.B. 1987. Bill size polymorphism and intraspecific niche utilization in an African finch.
Nature, 329: 717–719.

Stern, D.L. and Emlen, D.J. 1999. The developmental basis for allometry in insects. Development,
126: 1091–1101.

Likelihood models discriminate alternative phenotypes 433



Tomkins, J.L. 1999. Environmental and genetic determinants of the male forceps length dimorphism
in the European earwig Forficula auricularia L. Behav. Ecol. Sociobiol., 47: 1–8.

Tomkins, J.L. and Simmons, L.W. 1996. Dimorphisms and fluctuating asymmetry in the forceps of
male earwigs. J. Evol. Biol., 9: 753–770.

Tomkins, J.L. and Simmons, L.W. 2002. Measuring relative investment: a case study of testes
investment in species with alternative male reproductive tactics. Anim. Behav., 63: 1009–1016.

West-Eberhard, M.J. 1989. Phenotypic plasticity and the origins of diversity. Annu. Rev. Ecol. Syst.,
20: 249–278.

West-Eberhard, M.J. 1992. Behavior and evolution. In Molds, Molecules and Metazoa: Growing
Points in Evolutionary Biology (P.R. Grant and H.S. Grant, eds.), pp. 57–75. Princeton, NJ:
Princeton University Press.

West-Eberhard, M.J. 2003. Developmental Plasticity and Evolution. New York: Oxford University
Press.

Rowland and Qualls434


