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Mate choice in the face of costly competition
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Studies of mate choice commonly ignore variation in preferences and assume that all individuals should favor the highest-quality
mate available. However, individuals may differ in their mate preferences according to their own age, experience, size, or
genotype. In the present study, we highlight another simple reason why preferences may differ: if there is costly competition for
mates, the poorest competitors might be better off avoiding the highest-quality partners and instead targeting low-quality
partners, so that they minimize the costs they incur. We present a game-theoretical model of mate choice in which males of
differing quality compete for access to females and try to retain them till the time of mating. Our model predicts that high-quality
males, who are better competitors, have a preference for the best females that is typically several times stronger than that of
low-quality males. Early in the competitive period, the latter may even prefer low-quality females over high-quality females.
Thus, variation in competitive ability generates variation in both the strength and direction of preferences. Differences in
competitive ability result in assortative mating with respect to quality, which is reinforced by variation in preferences. As the time
of mating draws near and there is an increased risk of ending up unpaired, all males become indifferent to the quality of
potential mates. Our findings are equally applicable to female choice for males, and offer a new explanation for adaptive
variation in mating preferences based on differing abilities to cope with the costs of mate choice. Key words: choosiness, condition-
dependent preferences, costly competition, dynamic game, evolutionarily stable strategy, mate choice, preference

function. [Behav Ecol 14: 771-779 (2003)]

A tacit assumption in studies of mate choice, both empirical
and theoretical, is that individuals should strive for the
highest-quality mate available. Mate-choice tests in the
laboratory are preoccupied with identifying the average
preference of a group of animals as a whole, often
presupposing that any variation among individuals is “noise”
obscuring the overall preference. Recently, however, research-
ers have begun to address the possibility that different
individuals may make different mate-choice decisions for
adaptive reasons (for review, see Jennions and Petrie, 1997).

Choosiness over mates is expected to yield benefits by
increasing the chances of pairing with a desirable partner, but
it may also carry costs in terms of time, energy, and
heightened risk of predation (Reynolds and Gross, 1990).
The magnitude of these costs and benefits may differ between
individuals according to their condition, generating variation
in the optimal cost-benefit trade-off (Hoglund and Alatalo,
1995) and thereby leading to differences in choosiness (the
effort invested in mate assessment) and preference functions
(the order in which prospective mates are ranked) (Brooks
and Endler, 2001; Jennions and Petrie, 1997).

One type of cost that may differ between individuals is that
resulting from competition for mates. In populations in which
there is strong competition for mates and in which individuals
in good condition are better able to withstand the costs of this
competition, lower-quality individuals might do better to
settle for a low-quality partner. There are several reasons why
pairing with high-quality mates might entail costs as well as
benefits (see Jennions and Petrie, 1997; Qvarnstrém and
Forsgren, 1998), and for low-quality individuals, the costs of
defending the most sought-after mates might be so great as to
make low-quality mates a more attractive option.
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This is particularly apparent for species in which contests
over mates frequently involve fighting. For example, a young
red deer (Cervus elaphus) stag who has poor fighting ability
might be better off avoiding the healthiest, top-quality hinds
because of the injuries he could incur in trying to defend them
against other males. Fighting is severe in a wide range of taxa
and can occasionally be lethal (e.g., arachnids: Austad, 1983;
cervids: Clutton-Brock, 1982; insects: Hamilton, 1979; anurans:
Wells, 1977). Besides any risk of injury, fights may also entail
high energetic costs (Rand and Rand, 1976; Riechert, 1978) or
increase predation risk (Brick, 1998; Cooper, 1999). Fighting
and other competition over mates is not restricted to males;
between females, competition can also be extremely intense
and potentially costly, even in species without sex-role reversal
(Brg-Jorgensen, 2002; Dale and Slagsvold, 1995; Petrie et al.,
1992; Szether et al., 2001; Verrell and Brown, 1993).

To investigate how this affects mate preferences, we
constructed a model of mate choice in the face of costly
competition. We analyzed the problem in terms of males
competing for females, but our results apply equally well to
female competition over males. Our model took the form of
a dynamic game (Clark and Mangel, 2000; Houston and
McNamara, 1999; Mangel and Clark, 1988), in which the
consequences of an individual’s actions depend critically on
the behavior of others. We modeled a population composed
of high-quality and low-quality individuals, in which males
compete for access to females during a mate-acquisition
period, and try to retain them till the end of this period when
mating occurs. Such mate guarding before copulation is
common in a range of taxa (e.g., birds: Birkhead and Mgller,
1992; primates: Dixson, 1998; insects: Simmons, 2001). Our
basic approach was to track the frequencies of individuals in
different states over time and identify the optimal mate-choice
strategy in response to this. By repeatedly updating the
population strategy and recalculating its best response, we
converged on an evolutionarily stable solution.

Our main prediction was that if competition for mates is
sufficiently costly, and high-quality males have enough of a
competitive advantage over low-quality males, then low-quality
males will show a much weaker preference for high-quality
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females and in some circumstances may even prefer low-quality
females. This should lead to assortative mating with respect to
quality. We also predicted that the choosiness of both types of
male would decline toward the end of the mate-acquisition
period, as the risk of ending up without a partner increases.

THE MODEL
Outline of the model

The program was written in Pascal and compiled and run by
using the software package Codewarrior, version 1.6 (Metro-
werks, 1996) on a Macintosh computer.

The population in our model is composed of males and
females of high and low quality. To simplify the mathematics,
the mate-acquisition period is divided into a series of T
discrete time steps. Males will gain a fitness pay-off if they are
paired to a female in the final time step, ¢ = T. At the start
(¢t =1), all individuals are unpaired. The males are randomly
allocated to females—with the condition that no two males
can be allocated to the same female—and each is then faced
with the decision of whether to stay with his partner or not.
Those accepting the female will start the next time step (= 2)
paired with her and will not be allocated to another female;
those rejecting her will become unpaired and will be
reallocated during time step 2.

The allocation process in time step 2 is the same, in that it is
essentially random but no male is allocated to the same female
as any other unpaired male. However, some of the females
may now be paired to a male from the previous time step. A
male allocated to a female who is already paired must weigh
up the costs and benefits of challenging her partner versus
retreating; if he challenges there is a chance that he may win
the female, but he also runs the risk of being beaten and
suffering a cost, ¢ggn.- If he is of higher quality than the paired
male, he has a greater chance of winning the contest, but this
may be offset by his opponent’s advantage in being the
established “guarding” male. The guarding male also has a
decision to make: he can either fight to keep his mate (with
a risk of losing her and incurring cost ¢ggn.), or abandon her
and suffer a cost, ¢qee, as the challenger chases him off. Even if
he has no challenger, he can still decide to leave his female
and search for an alternative mate. All of these decisions and
any ensuing contests take place before the start of the
following time step.

Subsequent time steps follow a similar pattern. There are
two points in each time step that are of special significance in
our model: the start of the time step and the “decision point.”
At the start of time step ¢, some males are paired and some are
unpaired. Unpaired males are then randomly allocated to
females, some of which will already be paired to other males.
At the decision point, each male decides whether he wants to
keep the female or not. These decisions are then executed
and any resulting contests are carried out, such that at the
start of the following time step, ¢ + 1, some males are paired,
some are unpaired, and there are no rival males present.

Males make their mate-choice decisions on the basis of their
own quality, the quality of the female, the quality of any rival
male thatis present, and whether they are the guarding male or
the challenger. Their decisions affect the chances of having
a mate at future time steps. At the end of the mate-acquisition
period, defined as the start of time step 7, males mate and geta
fitness pay-off related to the quality of the female they are with.

Male strategies

A strategy specifies the probabilities that a male will accept
a given female for each possible situation he can find himself
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in at each of the decision points. Each acceptance probability,
p, corresponds to a different combination of female quality
(low or high), rival quality (absent, low or high), the focal
male’s own quality (low or high), his “status” (challenger or
guarding male), and the time step (1 to 7" — 1; there are no
probabilities for time step 7 because this is the final time step
and there are no decisions to be made). We can write this as
(.4 +975Gr,5), where tis the time step, ¢, is the male’s quality,
qris the female’s quality, ¢, is the quality of a rival male if one is
present, and s is the focal male’s status. ¢,, g; and g, are
integers taking a value of one for a low-quality individual and
two for a high-quality individual; if there is no rival male, ¢, =
0. The status variable takes a value of s = 0 if the focal male
has been newly allocated to the female, and s = 1 if he is
already paired to her (i.e., he is the guarding male). Thus,
p(T — 13,1,1,0,1) is the probability that a paired low-quality
male will remain with a low-quality female at time step 7 — 13,
p(T — 3,2,2,1,0) is the probability that an unpaired high-
quality male will accept (i.e. be willing to compete for) a high-
quality female already paired to a low-quality partner at time
step T — 3, and so on.

If the acceptance probability of a male of ¢, in a given
situation is p(t¢u.qsq»s), that of a rival playing the same
strategy will be p(t,4,qsqm1 — ).

Finding the ESS

Our aim was to find the evolutionarily stable strategy (ESS;
Maynard Smith, 1982)—the strategy that, when adopted by all
males in the population, cannot be bettered by any rare,
mutant strategy. Starting from an arbitrarily chosen popula-
tion strategy, we identified the ESS by a process of iteration
(for an outline of this method, see Houston and McNamara,
1999). The starting strategy we used was one of random
choice, in which all acceptance probabilities were set to 0.5,
but the values used did not affect the final outcome. The basic
procedure involved (1) calculating the frequencies of males
and females in different situations resulting from the current
population strategy, (2) identifying the best response to this
population strategy, (3) updating the population strategy for
the next iteration by using a damped best-response procedure
(see below), and (4) repeating steps 1-3 until the process
converged on a stable solution. The process was halted when
a bestresponse strategy was found that differed from its
predecessor by no more than 0.00001 in any of its acceptance
probabilities. This was taken to be the ESS.

The equation we used to update the population strategy was

M1 = (1 = M), + Ab(n,) (1)

where m,; represents the probabilities of the population
strategy used in the (n + 1)th iteration and r, is those of its
predecessor, b(m,) is the best response to m, (calculated as
described below), and A is a constant between zero and one
controlling the degree to which the population strategy was
updated in the direction of its best response. With A set to
zero the new population strategy would be identical to the old
one, whereas with A set to one it would be identical to the best
response. In this study we used A = 0.1, a value that allowed
rapid convergence on the ESS.

Calculating the expected frequencies

Based on the current population strategy, we calculated the
expected frequencies of individuals in all possible situations
at the start of each time step and at each decision point. This
was done in a stepwise process, beginning with the initial
frequencies of unpaired males and females of high and low
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quality at the start of time step 1, using these to calculate the
expected frequencies at the decision point, and using the
decision-point frequencies in turn to calculate the expected
frequencies at the start of time step 2. We could then use these
frequencies to calculate the frequencies at the next decision
point, and so on. Details of our calculations are given in
Appendix A.

None of the females were being guarded by a male in time
step 1, but in all subsequent time steps, the expected
frequencies were affected by the outcome of fights. We
modeled fights as a hawk-dove game (Maynard Smith, 1982),
with the winning probability, v, of a ¢,, male against a g, rival
calculated as

Aqual + Gstarus
U(qrm qr) = 9

1 + h((‘]m — qr)aqual + (257 1)0'5mms)
(2)

where ag., is the advantage to a high-quality male when
fighting a low-quality male, ay..s is the fighting advantage to
a guarding male over his challenger, and 7% is the maximum
advantage a male can have in a fight (where 0 < 4 < 1). Thus,
the chance of winning for a high-quality guarding male
fighting a low-quality challenger will be (1 + %) /2, whereas for
his rival it will be (1 — A)/2. Winning probabilities for more
even matches are calculated in the same way.

Finding the error-prone best-response strategy

We can write the fitness, or expected pay-off, of a male in
a given situation as a function W(¢,q,,,q;¢,s), where ¢, ¢,., q5 g,
and s are as defined earlier. The best-response strategy is one
that, at every decision point, chooses whichever option
(accept or reject) gives the greatest value of W. All such
fitness values are calculated by working backward from the
start of the final time step, { = 7, when males receive a pay-off,
Wstm(qu), according to the quality of the female they are
with. This is given by

Weard (T, qp) = (q//2) X k (3)

where W, is the male’s fitness at the start of the time step, ¢,

is the female’s quality, and k is a constant controlling the
difference in pay-off for being paired to a high-quality versus
a low-quality female. At the end-point, the variables g, ¢,, and
s are irrelevant because no further contests will take place.

Working backward from this point by using an iterative
procedure, outlined in Appendix B, we were able to calculate
the fitness consequences of accepting or rejecting a given
female in every possible situation at each decision point.
Clearly, a male playing the bestresponse strategy should
choose the more favorable of the two options with a probabil-
ity of one. However, animals are expected to show some error
when making decisions (e.g., it may be difficult to assess
accurately the quality of the female and any rival that is
present). The way we model this error (after McNamara et al.,
1997) is based on the assumption that costly mistakes are rarer
than cheap mistakes; thus, the bigger the difference between
the fitness consequences of accepting a female and rejecting
her, the smaller the error in the male’s decision making.

For a situation in which accepting the female is the best
option, the acceptance probability of the error-prone best-
response strategy is given by

1
exp (j (Woject =

P = (4)

VVacccpl)) +1

where Wiccepr and Wiejec, are the fitness consequences of
accepting and rejecting the female respectively, and b is an
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error constant controlling how prone the animals are to
making mistakes. If, on the other hand, rejecting her is the
best option, the acceptance probability is

erejecl))
VVrcjccl))

The set of acceptance probabilities calculated in this way,
covering every possible situation at each decision point, is
the error-prone best-response strategy: given that animals are
likely to make mistakes, it is the strategy giving the greatest
pay-off when playing against the current population strategy.

" exXp (% (VVaccepl -
1 + CXP (11) (MCccpt -

(5)

RESULTS

We used a value of 7 = 18 in all our calculations. For the
other parameters, except for when they were being manipu-
lated, the default values used were as follows: k& = 10,
Q‘ight = 08: (flee = 037 aquul = 3> Astatus = 1’ h= 08’ and b =
0.1. The default number of high-quality individuals to low-
quality individuals was 50 : 50 for each sex.

The stable solution we found was a condition-dependent
ESS in which the acceptance probabilities depended on the
male’s quality. In the results below, the strategy’s behavior is
encapsulated by the “preference ratio,” the probability of
accepting a high-quality female divided by that of accepting
a low-quality female. This indicates which type of female a
male would prefer if given a choice, and how strong this
preference would be; as such, it corresponds to the results
most commonly reported in mate-choice experiments.

Figure 1 shows the changes in preference of the two types of
male over time, for three different frequencies of high-quality
females. For both types of male, there is a relative preference
for high-quality females for at least some part of the mate-
acquisition period, but this preference is much stronger in the
high-quality males. As predicted, there are circumstances in
which a poor-quality male prefers a poor-quality partner over
a high-quality one. This occurs when high-quality females are
relatively rare (Figure 1a), and is seen over the early part of
the mate-acquisition period. High-quality males never prefer
low-quality females. For both types of male, the relative
preference for high-quality females is greatest when those
females are abundant (Figure 1c). The preference ratio ini-
tially increases, but then drops to an equal preference for both
types of female in the last few time steps. Low-quality males
reach this equal preference earlier than do high-quality males.

Altering the frequency of high-quality males has a qualita-
tively similar effect, but in the opposite direction. The
strongest preferences for high-quality females are seen when
there are few high-quality males. Again, there are situations in
which low-quality males exert a relative preference for low-
quality females in the early part of the mate-acquisition
period, i.e., when most of the other males are of high quality.

The ratio aqual tO @yaws, reflecting the relative advantage of
high-quality males and guarding males in fights, has an
important impact on the preference ratios (Figure 2). As the
ratio increases, reflecting a reduced advantage to guarding
males compared with the advantage to high-quality males, the
gradual increase and subsequent drop-off in preference ratio
is shifted to later and later time steps. In low-quality males
(Figure 2b), it takes place sooner than in high-quality males
(Figure 2a), and if the agual/ Gaws ratio is high enough, they
even prefer low-quality females to high-quality females at the
start of the mate-acquisition period.

High cggne values markedly suppress the increase in pre-
ference ratio over time shown by low-quality males (Figure 3b),
but have much less effect on the high-quality males (Figure 3a),
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Figure 1

Ratio of preferences for high-quality over low-quality females, as
expressed by males of high and low quality over time, in relation to
the proportion of females that are of high quality.

who still show huge increases in preference ratio. Curiously,
early on in the mate-acquisition period, both types of male
show a weaker preference for high-quality females when ¢qgn,
is small, with low-quality males even preferring low-quality
females. At later time steps, this trend is reversed, with males
having higher preference ratios at lower cggp,, values.
Unsurprisingly, these differences between the strategies of
low-quality and high-quality males result in assortative mating,
with 85% of high-quality males and 68% of low-quality males
ending up with a partner of the same quality at the
mating point. Increasing the error parameter b, so that
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Effect of fighting advantages aqua and aas 0N the ratio of
preferences for high-quality over low-quality females, as expressed
by males of high and low quality over time. aqq is the fighting
advantage to a high-quality male; ayu,,s is the fighting advantage to
a guarding male.

mistakes are more common, reduces the extent of this
assortative mating.

DISCUSSION

Our ESS model predicts several features of mate-choice
behavior, some of which are shared by all males and some
of which differ between males of high and low quality. We
discuss first the features common to all males, then move on
to consider quality-dependent differences.

General mate-choice behavior

Under most circumstances, both types of male show a prefer-
ence for high-quality females over low-quality females. This
preference is strongest when high-quality females are com-
mon and high-quality males are rare: males are more choosy
about their partners when there is a greater chance of finding
one of high quality and when the competition for those mates
is less fierce. There is empirical evidence that individuals
become more choosy if their previous experience suggests
that attractive mates are abundant, and, conversely, that they
become less choosy if attractive mates appear to be rare. Prior
exposure to males with attractive phenotypes has been found
to increase the preference for those mates, whereas prior
exposure to unattractive males reduces this preference
(Bakker and Milinski, 1991; Collins, 1995; Downhower and
Lank, 1994; Wagner et al., 2001).

Preference for high-quality mates rises gradually for most of
the mate-acquisition period, as the chances of being able to
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retain a mate till the end increase. This contrasts with the
results of an earlier model by Johnstone (1997), who found
that only low-quality individuals show increased choosiness
over the early part of the mate-acquisition period. The reason
for this difference is that in Johnstone’s model, individuals
leave the breeding pool on finding a desirable mate, whereas
in the current model, a paired male can be displaced from his
partner by a competitor. Therefore, he runs a high risk of
losing a desirable female if he acquires her early on.

As the mate-acquisition period draws to a close, however,
choosiness declines. In the last few time steps, all males show
a reduced preference for the best females and they become
indifferent to the quality of available mates, because there is
an increasing likelihood that they will end up without a mate
at all. This effect of a finite time horizon has been predicted
by earlier models (Johnstone, 1997; Real, 1990) and demon-
strated in several empirical studies (see Backwell and Pass-
more, 1996; Bakker and Milinski, 1991; Thomas et al., 1998).

As the fighting advantage to guarding males decreases
relative to that to high-quality males, the increase in pre-
ference for high-quality females occurs later and later. With
lower @gas, males cannot expect to be able to hold on to
their partner for as long, and so high-quality females become
a more attractive option later on. The preference ratio is also
affected by the cost of losing a fight, because this affects the
frequency of fights and therefore the chances of successfully
defending a female acquired early on. The biggest rise in
preference for high-quality females over time occurs at low
¢ighe values, at which fights are most common. At early time
steps, the preference ratio increases with ¢ggp, such that the
strongest relative preference for high-quality females is seen
when ¢ggp, is high. At these ¢ggp, values, guarding males are
less likely to be challenged; hence, there is a greater chance of
holding on to a high-quality female acquired early on than
there would be at low ¢ggp, values.

Condition-dependent mate preferences

The results of our model show clear differences between low-
quality and high-quality males, both in the strength (choosi-
ness) and direction (preference function) of their prefer-
ences. High-quality males are considerably more choosy,
showing a preference for high-quality females that is always
at least as great as that shown by low-quality males, and that
often exceeds it by several orders of magnitude. Furthermore,
there are situations when low-quality males also have a
different preference function, preferring low-quality females
over high-quality females. Such condition-dependence in
preference is seen early on and is promoted by intense
competition, when high-quality females are rare or high-
quality males are common. At the beginning of the mate-
acquisition period, it is unwise for a poor-quality male to favor
a high-quality female—he is unlikely to be able to fend off
other males till the mating point, particularly when the best
females are such a highly contested resource.

The preferences of the two types of male differ in several
other, more subtle, respects. Low-quality males become
indifferent to female quality earlier than do high-quality
males; because of their inferior competitive ability, the danger
that they will end up without a mate is greater than for their
high-quality counterparts. The cost of losing fights also affects
their preferences more severely, with high ¢ggn, values
markedly reducing their preference for high-quality females
and containing it to the first half of the mate-acquisition
period. Finally, large fighting advantages to high-quality males
(high  aqual/ @sas) can affect low-quality males to such an
extent that they may exert a relative preference for low-quality
partners early on in the mate-acquisition period.
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Figure 3
Effect of ¢ggp, on the ratio of preferences for high-quality over

low-quality females, as expressed by males of high and low quality
over time.

The greater competitive ability of high-quality males leads
to assortative mating with respect to quality. This is reinforced
by the differences in choosiness and preference function
between high-quality and low-quality males. Assortative mating
by traits indicating quality has been documented in several
bird species (Filliater and Breitwisch, 1997; Regosin and
Pruett-Jones, 2001; Rintamaki et al., 1998; Roulin, 1999;
Roulin et al., 2001) and has been predicted by other models
(Johnstone, 1997; Johnstone et al., 1996; Parker, 1983).

Assumptions of the model

To simplify our calculations, we modeled individual quality as
a discrete variable with only two possible values. If we were to
relax this constraint and allow continuous variation in quality,
it is likely that we would obtain similar results. The males of
higher quality should still be more likely to obtain higher-
quality mates by virtue of their superior competitive ability,
and lower-quality males should still prefer lower-quality
partners under circumstances of intense competition. Males
of intermediate quality should be able to cope with in-
termediate costs of competition and are most likely to end up
with intermediate-quality mates. Thus, assortative mating
should emerge along a continuum of male and female quality.

We made the additional simplifying assumption that a male
could only obtain one mate; our simulated population was
monogamous. If we altered this to model a polygynous system,
it would most likely intensify the competition. In the extreme
case of a species in which the best-quality males defend large
harems of females and the majority of males fail to find a mate,
low-quality males should show even less discrimination and
have high acceptance probabilities for females of all qualities.
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A more complicated model would be needed to examine
whether, given this reduced choosiness, low-quality males
would prefer the less sought-after, low-quality females to the
same extent as in the current model.

The females in our model were entirely passive and unable
to reject mates. Again, we made this assumption to simplify
our calculations. If we were to extend the model and allow
females as well as males to be choosy, we might expect that an
already-paired female who was allocated a high-quality male
would be more likely to abandon her current partner if he was
of low quality rather than high quality. This should reinforce
assortative mating and further reduce the preferences of low-
quality males for high-quality females.

We have focused in this article on males competing for
females, but there is no reason why the consequences of costly
competition should be any different for females choosing
males. It is likely that in many species, both sexes engage in
competition over access to the best mates, and that some
individuals are better able than others to withstand the costs
this entails. Condition-dependent preferences will emerge in
both sexes as a result and presumably will combine to make
mating even more strongly assortative.

Studies of mate choice have typically overlooked variation
in mate preferences, instead concentrating on the average
preference expressed by a group of individuals (for notable
exceptions, see Brooks and Endler, 2001; Jennions et al., 1995;
Kodric-Brown and Nicoletto, 2001; Mgller, 1994; Rowland
et al., 1995). Investigating these “population” preferences is
a valuable and worthwhile pursuit because it can identify the
direction and intensity of sexual selection acting on particular
traits, but it is also important to try and understand why
individual differences in preference might exist. The findings
of our model suggest one reason for this: when competition
for mates is costly, we should expect mate preferences to differ
simply on the basis of differences in competitive ability.
However, variation in mate preferences may occur for
a number of other reasons (for review, see Jennions and
Petrie, 1997). More empirical and theoretical studies are
needed to investigate how and why such variation might be
adaptive, and what consequences this might have for pro-
cesses of sexual selection.

APPENDIX A

Calculating the expected frequencies resulting from the
current population strategy

At the start of time step ¢, the expected frequency of males, F,,
in a certain situation can be written as F,(t,¢,.q), where g,
and ¢, are as described in the main text, and ¢, takes a value
of 0 if the male is unpaired. Similarly, the frequency of
females, Fj; in a certain situation at the start of time-step ¢ is
written as F(,q5q,), with 1 < ¢, < 2 and 0 < ¢, < 2. At the
decision point, the frequency of males can be written as
Foaet,Gms 95 9»5), where 0 < ¢, < 2. For the purposes of
calculating optimal male strategies, we can ignore the
decision-point frequencies for females.

Given the initial frequencies of unpaired males of high and
low quality at the start of time step 1, we can calculate the
decision-point frequencies in the same time step according to
the equation

Fm‘dec(17 Gms qr s 07 0) = Fm(lv G 0) X Ff(17 qrs 0) (Al)

From this point we can work out the frequencies of males in
different situations in the following time step. Those that are
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unpaired at the start of ¢ = 2 are the ones that rejected the
female they were allocated in time step 1:

2
m 2 qma ZFmdﬂ 1 qmaquo 0) (1 717(17qm7qf7050))
=1

(A2)

Here, p(1,¢,,q50,0) is the probability that the male accepts the
female he was allocated, as specified by the population
strategy. Some of the males will have rejected low-quality
females and others will have rejected high-quality females;
hence, we sum the expressions for each female quality.
Conversely, males that are paired at the start of { = 2 must
have accepted the female they were allocated:

m(2 ([mM]/) mdet(l qm:q/ O O) Xp(l qmyq/70 0) (AS)
The female frequencies at the same point can be calculated
simply from the male frequencies, because for any combina-
tion of ¢, and g5 FA2,q5q,) = Fl(2,qmq))-

We used the same two-stage procedure to find the expected
frequencies in later time steps, but our calculations were
complicated by the possibility of a rival male being present.
The expected frequency of males just allocated to a female at
the decision point in time step ¢ is given by

Fm.det(t7 m;s f]/'7 qry 0) = En.(t7 qms 0) X F/(t7 (1/‘7 (]¢) (A4)

For males who are already resident at the decision point, the
expected frequencies are
F,(t, ¢.,0).  (A5)

Foee(ts gy 2 ¢ > 0,1) = B, (8, gy qp) X

for those allocated a rival and

2
Eﬂ,dﬂ(t7 QWU qf: 07 1) = En(ty qrm Q/) X <1 - ZFm(t> Q'N 0))
ar=1

(A6)

for those not.

Working out the expected frequencies of different male-
female combinations at the start of the next time step is less
straightforward, as they are affected by the outcome of fights.
Males unpaired at the start of time step ¢ 4+ 1 include those
who were unpaired at the start of time step ¢ and rejected the
female they were allocated; those who were paired at the start
of t, were not allocated a rival male but decided to reject their
female partner; and males who were paired at the start of ¢
were allocated a rival, and were either chased off by the
challenger or lost a fight to him. Grouping these males
together, their frequency is

F,(t+1,¢,,0)

2 2
- Z ZF;n.dm(tv qm’ qf1 %70) X (1

=1 ¢=0

2
+ ZFm.dm'(tv qrm (]/'> 07 1) X (1 - P('E %m Q/'» 07 1))

II/:l

+Z Zﬁmder l (]mCI/J]w )

- p(t7 s qf5 Grs O))

g=1 ¢=
« <(1 —P(l:%v‘lqurvl))xl?(l’ %:Q/‘:%mo) )
+ p(ts @us @75 @ 1) X P2, G, Gry G, 0) X V(s @)

(A7)
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where v(g,¢,,) is the probability that the rival male wins the
fight (see main text).

For males paired to a female of g at the start of time step ¢ +
1, we have to consider: those who were allocated to an
unpaired g female in time step ¢ and accepted her; those who
were already paired to a ¢y female at the start of 7, were not
allocated a rival, and decided to stay with their partner; and
those who were already paired to a g, female at the start of ¢,
were allocated a rival, and either defeated him in a fight or
were not challenged. The total frequency of these males is
therefore

F.(t+1,¢,,¢>0)
= m,de((ta ([m7 qfv 07 O) X p(tv qma (]f7 07 O)
+ Fm,de((ta qm7 qf7 07 1) X p(ta qm7 %7 07 1)

2
+ ZFmJll‘(f(t’ ﬂ]m qf7 qr7 1)
gr=1

P(t: Qs qf s Gms 0) X U(l]m qr)
p(t7 qm7 Q/‘: qn 1) X
X + (1= Pt 42 45 4ns 0))

+ (1 - p(t’ qms qf s Grs 1)) X (1 - l)(tv Gy qfy Gms O))
(A8)

where v(¢,,¢,) is the probability that the focal male wins the
fight.

Once we have the expected frequencies of males in all
possible situations at the start of each time step, it is simple to
calculate the corresponding female frequencies. The ex-
pected frequency of ¢, females paired to a ¢, male at the
start of time step ¢ is given by

F[(ty qu G > 0) = En(t> G (][) (Ag)

The expected frequency of ¢, females that are unpaired will
be equal to the total frequency of ¢, females minus the
frequencies of those paired to males of all qualities, i.e.,

2 2
Ff(t,qf,()) = ZFf(lvq/‘vqm)f ZFf(th/aqm)' (AIO)

=0 qm=1

Because all individuals are unpaired at the start of ¢ = 1,
> F(1,q5q,) = FA(1,440).

Equations Al1-Al0 allow us to calculate the expected
frequencies of males and females of high and low quality in
all possible situations at every time step. In the context of
these frequencies, we can then compute the expected pay-off
to an alternative mutant strategy arising in the population
(Appendix B).

APPENDIX B
Calculating the best-response strategy

The end pay-off function, as given in the main text, is

VVstart(Tv 61/) = (%/2) Xk (Bl)

where W, is the male’s fitness at the start of the time step, ¢,

is the female’s quality, and % is a constant controlling the
difference in pay-off for being paired to a high-quality versus
a low-quality female.

Working back from here, we can consider a male in a certain
situation at the decision point in the previous time step (7" —
1) and calculate his expected fitness from making each of the
two decisions available to him (either accepting the female or
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rejecting her). For situations in which there is no rival male,
this is simply
VVaccepl(Tf 17 qma qfa 07 S) = VVslarl(T7 qf) (BQ)
VV)‘tjCCl(T_ 17 qm7 %7 07 S) = VVS(arl(Ta 0) = 07 (B?))
where W, ccp is the expected pay-off associated with accepting
the current female, and Wejec is that associated with rejecting

her. With a rival male, it becomes more complicated, as we
have to also consider the possible outcomes of the conflict:

Waceept(T= 1, Gus 1 41 5)
=p(T=1,4. 4 qn, 1 =)
y (v(qm, ) X Weare (T, q7) )
+ 0(¢rs ) X (Wetare (T, 0) — Grigne)
+ (I =p(T=1,4r, 4, Gu> 1 — 5)) X Woar(T', q1) (B4)
Wigee (=1, ¢, 4 G+ )
=p(T—1,6, 4 Gu, 1 = 5) X (Weae(T',0) — chrec)
(I =p(T=1,4,, 45, Gu 1 = 9)) X Wearl(T', 7). (B5)

The probability the rival male fights, p(T — 1,¢,¢sqm1 — ), is
defined by the current population strategy. If both males
decide they want the female, the outcome of the fight is
decided according to Equation 2 in the main text.

Whether or not a rival male is present, we can collect
together Wccepe and Wgjecr to give Wyee, the fitness of a male
in a certain situation at the decision point. For the decision
point in time step T — 1, this is

VVdec(T_ 17 qma Qﬁ qﬂ S)
= p,(T_ 1’ Gms qf > Grs S) X VVa('cept(T_ 17 qm> qr> 9r» 5)
+ (1 —P,(T_ 17 qrrm qfa qrv S)) X VVreject(T_ 17 qm7 %7 qrv S)
(B6)

where p' represents the acceptance probabilities of the
strategy with the fitness that we are calculating, as distinct
from the probabilities, p, of the population strategy it is
playing against.

Now, working back a step further, we can use Wge. to
calculate Wi, the expected fitness at the start of that time
step. This depends on ¢, g,, and g5 but not on g, or s because
there is no rival present. For unpaired males,

VVSLarL(T_ 17 C[rm 0)

2 2
=Y > F(T—=1,q,¢) X Waee(T= 1, u, g, ¢,,0).  (B7)

=1 ¢=0

This sums together all of the decision-point fitness values,
Wiee» €ach multiplied by the chance of the male finding
himself in that particular situation at the decision point. For
paired males,

V‘/;tart(Tf 17 qwu 5]/)

2
= (1 - ZFm(T_ 1-, (IHO)> X VVdec(T_ 17 qqu/'7071)
gr=1

2
+ZFm(T_ 17qr70)xWlec(T_l7qriz7qf7qr71)' (B8)
ar=1
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The two summed terms in this equation correspond, re-
spectively, to not being allocated and being allocated a rival
male.

We are now at the start of the previous time step and can
repeat the process to find the expected fitness of males in
different situations at the start of time step 7 — 2. More
generally, we can write the important fitness equations as
follows:

9

2 2
VVs[an'l(t> an 0) = Z ZF/ (t’ ‘I/" %‘)

=1 ¢=0
X VVdec(tz qrm %7 qrv 0) (Bg)

2
Vvstart(t7 qm7 qf >O) = <1 - Zb;ﬂ(t7 %70))

ar=1

X Waee(t, G, 47,0, 1)

2
+ Z Fm(t7 qr7 O) X Vvdec(ta qm7 qf7 qr7 1)

=1
(B10)
Waee (t, Gus > 4+ 8) = D' (& Qs G 4 5)
X VVacccpl([7 (]m7 C]/‘> l]m S)
+ (="t gn > 45 5))
X VVrcjcct(tv Gm> (]/‘> qr, S) (Bll)
VVaccepl(ta Gms (]/" 07 S) = VVstart(t+ 17 Gm;s l]/) (B12)
VV‘A(t(‘,epl(t7 qm7 qf7 07 S) = VVSlarl(tJ’_ 17 qm7 O) (Blg)
W/a\ccept(t7 Qs 41> Gr > 07 5) = p(tv Gy qrs Gms 1- S)
% (U(Qm,qr) X V[lsmrt(t+17qmaqf) )
+ 'U(Qn Qm) X (V‘/;larl(t+ 17 q‘rmo) - cﬁghl)
+ (1 7p(t7 l]w qfa qrm 1- S)) X VVslarl(t+ 17 qﬂu (]/)
(B14)
VVx'ejecl(t? Gms qr > Gr > 07 S) = P(t, Gy qfs Gms 1- S)
X (VVstart(t+ la qm70) - cﬂee)
+ (1 - p(t7 Grs> qf» Gm> 1- 5))
X VVstartU"‘LQma%)- (BIB)

For each possible situation, the best-response strategy
should choose with a probability of one whichever option,
accept or reject, yields the biggest expected pay-off (i.e.,
V[/nccepl if VVaccepl > VVrejech and VVrejecl if VVaccepl < VVrejecl)- We
adjusted the acceptance probabilities of this best-response
strategy to account for errors in decision making (see main
text).

The initial idea for our model came from Dave Westneat. Thanks to
Andy Radford for proof-reading and commenting on the manuscript
in detail, as well as to two anonymous referees for their helpful
suggestions. This work was funded by a Biotechnology and Biological
Sciences Research Council studentship to TW.F.

REFERENCES

Austad SN, 1983. A game theoretical interpretation of male combat in
the bowl and doily spider (Frontinella pyramitela). Anim Behav
31:59-73.

Behavioral Ecology Vol. 14 No. 6

Backwell PRY, Passmore NI, 1996. Time constraints and multiple
choice criteria in the sampling behaviour and mate choice of the
fiddler crab, Uca annulipes. Behav Ecol Sociobiol 38:407—416.

Bakker TCM, Milinski M, 1991. Sequential female choice and the
previous male effect in sticklebacks. Behav Ecol Sociobiol 29:
205-210.

Birkhead TR, Mgller AP, 1992. Sperm competition in birds: evo-
lutionary causes and consequences. New York: Academic Press.

Brick O, 1998. Fighting behaviour, vigilance and predation risk in the
cichlid fish Nannacara anomala. Anim Behav 56:309-317.

Brg-Jorgensen J, 2002. Overt female mate competition and preference
for central males in a lekking antelope. Proc Natl Acad Sci USA
99:9290-9293.

Brooks R, Endler JA, 2001. Female guppies agree to differ: phenotypic
and genetic variation in mate-choice behavior and the conse-
quences for sexual selection. Evolution 55:1644-1655.

Clark CW, Mangel M, 2000. Dynamic state variable models in ecology.
Oxford: Oxford University Press.

Clutton-Brock TH, 1982. The functions of antlers. Behaviour 79:108—
125.

Collins SA, 1995. The effect of recent experience on female choice in
zebra finches. Anim Behav 49:479-486.

Cooper WE, 1999. Tradeoffs between courtship, fighting, and
antipredatory behavior by a lizard, FEumeces laticeps. Behav Ecol
Sociobiol 47:54-59.

Dale S, Slagsvold T, 1995. Female contests for nest sites and mates in
the pied flycatcher Ficedula hypoleuca. Ethology 99:209-222.

Dixson AF, 1998. Primate sexuality: comparative studies of the
prosimians, monkeys, apes, and human beings. Oxford: Oxford
University Press.

Downhower JF, Lank DB, 1994. Effect of previous experience on mate
choice by female mottled sculpins. Anim Behav 47:369-372.

Filliater TS, Breitwisch R, 1997. Nestling provisioning by the extremely
dichromatic northern cardinal. Wilson Bull 109:145-153.

Hamilton WD, 1979. Wingless and fighting males in fig wasps and
other insects. In: Reproductive competition, mate choice and
sexual selection in insects (Blum MS, Blum NA, eds). New York:
Academic Press; 167-220.

Hoglund J, Alatalo RV, 1995. Leks. Princeton, New Jersey: Princeton
University Press.

Houston Al, McNamara JM, 1999. Models of adaptive behaviour:
an approach based on state. Cambridge: Cambridge University
Press.

Jennions MD, Backwell PRY, Passmore NI, 1995. Repeatability of mate
choice: the effect of size in the African painted reed frog, Hyperolius
marmoratus. Anim Behav 49:181-186.

Jennions MD, Petrie M, 1997. Variation in mate choice and mating
preferences: a review of causes and consequences. Biol Rev 72:
283-327.

Johnstone RA, 1997. The tactics of mutual mate choice and
competitive search. Behav Ecol Sociobiol 40:51-59.

Johnstone RA, Reynolds JD, Deutsch JC, 1996. Mutual mate choice
and sex differences in choosiness. Evolution 50:1382-1391.

Kodric-Brown A, Nicoletto PF, 2001. Age and experience affect female
choice in the guppy (Poecilia reticulata). Am Nat 157:316-323.

Mangel M, Clark CW, 1988. Dynamic modeling in behavioral ecology.
Princeton, New Jersey: Princeton University Press.

Maynard Smith J, 1982. Evolution and the theory of games.
Cambridge: Cambridge University Press.

McNamara JM, Webb JN, Collins EJ, Székely T, Houston Al, 1997. A
general technique for computing evolutionarily stable strategies
based on errors in decision-making. ] Theor Biol 189:211-225.

Metrowerks, 1996. Codewarrior, version 1.6. Austin, Texas: Metro-
werks.

Mgller AP, 1994. Repeatability of female choice in a monogamous
swallow. Anim Behav 47:643-648.

Parker GA, 1983. Mate quality and mating decisions. In: Mate
choice (Bateson P, ed). Cambridge: Cambridge University Press;
141-166.

Petrie M, Hall M, Halliday T, Budgey H, Pierpoint C, 1992. Multiple
mating in a lekking bird: why do peahens mate with more than one
male and with the same male more than once? Behav Ecol Sociobiol
31:349-358.

Qvarnstrom A, Forsgren E, 1998. Should females prefer dominant
males? Trends Ecol Evol 13:498-501.



Fawcett and Johnstone ¢ Mate choice with costly competition

Rand WM, Rand AS, 1976. Agonistic behaviour in nesting iguanas:
a stochastic analysis of dispute settlement dominated by the
minimization of energy cost. Z Tierpsychol 40:279-299.

Real L, 1990. Search theory and mate choice, I: models of single-sex
discrimination. Am Nat 136:376-405.

Regosin JV, PruettJones S, 2001. Sexual selection and tail-length
dimorphism in scissor-tailed flycatchers. Auk 118:167-175.

Reynolds JD, Gross MR, 1990. Costs and benefits of female mate
choice: is there a lek paradox? Am Nat 136:230-243.

Riechert SE, 1978. Games spiders play: behavioural variability in
territorial disputes. Behav Ecol Sociobiol 3:135-162.

Rintamiki PT, Lundberg A, Alatalo RV, Hoglund J, 1998. Assortative
mating and female clutch investment in black grouse. Anim Behav
56:1399-1403.

Roulin A, 1999. Nonrandom pairing by male barn owls (7yto alba) with
respect to a female plumage trait. Behav Ecol 10:688-695.

Roulin A, Riols C, Dijkstra C, Ducrest A-L, 2001. Female plumage
spottiness signals parasite resistance in the barn owl (7yto alba).
Behav Ecol 12:103-110.

779

Rowland W], Bolyard K], Jenkins JJ, Fowler J, 1995. Video playback
experiments on stickleback mate choice: female motivation and
attentiveness to male colour cues. Anim Behav 49:1559-1567.

Sxther SA, Fiske P, Kalas JA, 2001. Male mate choice, sexual conflict
and strategic allocation of copulations in a lekking bird. Proc R Soc
Lond B 268:2097-2102.

Simmons LW, 2001. Sperm competition and its evolutionary consequen-
ces in the insects. Princeton, New Jersey: Princeton University Press.

Thomas F, Liautard C, Cézilly F, Renaud F, 1998. A finite time horizon
influences sequential mate choice in male Gammarus aequicauda
(Amphipoda). Can J Zool 76:401-405.

Verrell PA, Brown LE, 1993. Competition among females for mates in
a species with male parental care, the midwife toad Alytes obstetricans.
Ethology 93:247-257.

Wagner WE Jr, Smeds MR, Wiegmann DD, 2001. Experience affects
female responses to male song in the variable field cricket Gryllus
lineaticeps (Orthoptera, Gryllidae). Ethology 107:769-776.

Wells KD, 1977. The social behaviour of anuran amphibians. Anim
Behav 25:666-693.



