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Abstract

Females in socially monogamous species require a period of courtship before
they start to reproduce. When female reproductive success depends on male assist-
ance, such ‘coy’ behaviour might have evolved in response to male philandering.
In this paper, we use a dynamic optimization model to demonstrate that female
coyness can be maintained during evolution (provided that a female is able to
reject a male and find a new one) if two conditions are met. First, both faithful
and philandering males must be present. Second, a female must be able to learn
more about a male’s intention by spending time with him. In our model the optimal
duration of coyness is a trade-off between the benefit of waiting and gaining
information about the male partner and the cost of postponing the onset of
reproduction. This trade-off is influenced by several factors, such as the time needed
to find a male, the level of male philandering and the possibility of detecting these
males, the decline of the reproductive success with time and the disadvantage of
reproducing with a philandering male.
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Introduction

In monogamous species in which males and females cooperate in reproduction,
a period of courtship usually precedes reproduction. The male is usually fertile
when the pair meets for the first time, while the female often needs to be stimulated
by a period of male presence and courtship to start reproducing (Lehrman 1964;
Bastock 1967). In pigeons, for example, 6 d of male courtship cause the ovaries to
enlarge more than fourfold (Lehrman 1959). That a female, when courted by a
male, is unwilling or unable to start reproduction immediately is referred to as
female coyness (see, e.g. Dawkins 1976).
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How can such coy behaviour be explained? A courtship period seems to
contain several costs for the female. In animals with seasonal reproduction, it is a
well-known fact that reproductive success decreases with the time of start of
the reproduction in the season (Klomp 1970). In addition, courtship may be
energetically costly and might expose both participants to a greater risk of
predation .

A classical explanation for coy behaviour is the need for the male and the
female to synchronize their reproductive physiology (Bastock 1967). Whether
synchronization is a problem per se is unclear since males apparently can reach a
fertile state without the presence of a female (e.g. Lehrman 1959). Nevertheless, it
may be advantageous for females to wait activating the reproductive physiology
until meeting a male, since it might be costly to always be physiologically prepared
for reproduction.

In The Selfish Gene Dawkins (1976) suggested that females are coy in order to
avoid reproducing with philandering males. It is costly for a socially monogamous
female to be deserted or end up in a polygynous situation. Several studies have
shown that female reproductive success increases with the amount of male assist-
ance (e.g. Davies & Houston 1986; Carey & Nolan 1979; Hannon & Martin 1992;
Lundberg & Alatalo 1992). Conversely, a male’s reproductive success might not
always be maximized by helping the female. Dawkins (1976) developed a game
theory model that considered this reproductive conflict between males and females.
However, his game did not predict all females to be coy and it was later shown
that his mixed solution was not necessarily stable (Schuster & Sigmund 1981). In
this paper we suggest that Dawkins basically was correct in suggesting that female
coyness may have evolved in response to male philandering, but that the game he
analysed did not consider the fact that philandering and faithfulness are conditional
behaviour.

There is considerable empirical evidence showing that males allocate time and
energy both into co-operating with their mate and into searching for extra-pair
copulations (Birkhead & Maoller 1992; Andersson 1994) or trying to bond with a
second female (Carey & Nolan 1979; Davies & Houston 1986; Lundberg & Alatalo
1992; Hannon & Martin 1996). In this paper we ask how a female should behave
when males are both faithful and philanderers. We suggest that the female, by
staying coy, gains information about the intention of a courting male and use a
dynamic optimization model to investigate the conditions under which a coy female
strategy is maintained.

The Model

Our task is to find the optimal time for a female to wait, once paired with a
male, before starting actual reproduction (i.e. in birds the production of eggs).
There are two kinds of males. The faithful male remains with the female after
reproduction. The philandering male stays with the female until she either starts
to reproduce or she detects and rejects him.
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Let s be the pairing time and let t be the time of season. Both s and t are
measured in discrete time units. Pairing time s (s > 1) concerns females that are
paired but have not yet started to reproduce, and represents the number of time-
steps they have been paired with a particular male. The rule we seek is the threshold
for s, when a female will start reproducing. A female can only reproduce once. We
also assume that her reproductive success declines with time in the season, thus
making sure that a female does not postpone reproduction because the ecological
conditions will improve later in the season. For the sake of simplicity we chose
the reproductive success to decline exponentially, as ™", with time of onset of
reproduction in the season. Female reproductive success also depends on whether
she reproduces with a faithful or a philandering male. If the male is unfaithful,
female reproductive success is devalued with the deception factor 6 (0 < d < 1).

A female may be unpaired, paired, or reproducing. An unpaired female finds
a male with probability (p. + pgq) during a time unit, where p. and pq4 is the
probability of meeting a faithful or philandering male, respectively. An unpaired
female always pairs with an encountered male. The coy period lasts from the time
when the female and the male pair up until the female decides to reproduce. If the
male is a philanderer she will detect this with a probability q each time-step. Once
the female has detected a philanderer she will reject the male and start searching
for a new one. We do not have to consider the alternatives of either starting to
reproduce with the philanderer or wait another time unit. An ‘optimal’ female will
never end up in a situation where the best alternative is to reproduce with a detected
philanderer, because if that is the case she should have started to reproduce in a
previous time-step. To wait is ‘suboptimal’ since no further information can be
gained and reproductive success decreases with time. Thus, once a female detects
a philanderer she rejects him and becomes unpaired again.

The probability of being paired with a faithful male at pairing time s we call
G(s) and this depends on the probability with which the female detects and rejects
a philanderer at each time-step, ¢, as well as the proportion of philanderers,
pa/(pe + pg; see appendix). A female becomes more and more certain about a
male’s faithful intentions as time passes and he is not detected as a philanderer.

We calculate the optimal time for a female to wait before she allows repro-
duction using the technique of dynamic programming (Mangel & Clark 1988). The
female has two options: start reproducing, R, or wait, W. Her choice depends on
the time she has spent paired with a male, s, as well as the time of season, t. In
accordance with Mangel & Clark (1988) notation, we define a fitness function
F(s,t, T), where F corresponds to the maximum expected reproductive success in a
breeding season at any time ¢ given pairing status s and a breeding season of T
time steps. This gives us the dynamic programming equation:

F(s,t, T) = max(W,,R,) te[0,T—1]
F(s, T,T) =0

where W, is the expected fitness of a female postponing reproduction in state (s,t)
and R the expected fitness of a female starting reproduction in the same state.
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Provided that there is optimal behaviour in time step t + 1 and beyond, W and R
are calculated as:

W= {(pc+pd)F(l,t+l,T)+(1—(pc—i—pd))F(O,t—H,T) s=0
UG+ (1 —q)(1=Gus)Fs+1,t+ 1, T)+q(1 —=G(s))F(0,t+1,T) s> 0
R = 0 s=0
S {Gc(s)e“+(1 —GJs)de™ s>0°

Note that fitness is assessed at the beginning of a time period (Mangel & Clark
1988) and that a female only gets fitness if she reproduces. Also, s = 0 refers to
unpaired females.

The optimal time to stay coy was calculated varying a number of parameters:
the deception factor, o, the rate of decline of reproductive success with time, r,
the probability of encountering a male (p. + pq), the proportion of philanderers,
pa/(Pe + Pa), and the probability of detecting a philanderer at each time-step, q.

Results

For a given set of parameters the optimal degree of coyness is constant over
the season as long as we are not close to the end of season. This result is due to the
proportion of philandering males being constant throughout the season as well as
the cost of postponing reproduction decreasing with a constant rate over time.

Fig. 1a shows the optimal duration of coyness as a function of the detection
probability at each time-step (varied between 0 and 1) and the proportion of
philanderers (varied between 0 and 1). For low values of detection probability the
female tends not to be coy. The benefit of increased information about her partner’s
strategy is not enough to justify the reproductive cost of postponing the onset of
reproduction. When the likelihood of detection increases, females have a tendency
to be increasingly coy up to a point when it starts to be relatively easy to detect a
philanderer. Then the degree of coyness decreases as less and less further knowledge
is gained by staying coy an extra time-step. When the proportion of philanderers
is low, females tend not to be coy. The female will benefit too little in comparison
with the time cost she pays for avoiding the few philanderers that there are. Again,
the tendency to stay coy increases to a certain point with increasing proportions
of philanderers. Beyond this point there is less and less is justification of the cost
paid by postponing reproduction, since faithful males become increasingly rare. In
Fig. 1a the maximum value of the duration of coyness is 12 time-steps. The
maximum value is found for a combination of high philanderer proportions and
low detection probabilities.

A third parameter influencing the duration of coyness is the rate of decline of
reproductive success with time, r. An increase in the cost of postponing repro-
duction, increasing r from 0.01 to 0.04, results in a lower tendency to stay coy. The
maximum degree of coyness also decreases from 12-two time steps (compare
Fig. laand b). An increased decline of reproductive success with time is an incentive
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Fig. 1: a. The optimal duration of coyness as a function of the female’s philanderer detection
probability, q, and proportion of philandering males, py/(p. + pg); r=0.01, 6 =0.5
(pe + pg) = 0.6. The numbers given in the figure represent time-steps of optimal coyness
within the areas defined by contour lines. Note that being coy for 12 time-steps is only
optimal in a very small area (black dot). Generally speaking, when the proportion of
philanderers increases, it pays the female to be more coy, and when the probability of
detecting a philandering male increases the female can afford to be less coy. b. If the
reproductive success declines more sharply with time, i.e. r increases, and it is costlier to
postpone reproduction, the female will be less coy; here r = 0.04, 6 = 0.5, (p. + pq) = 0.6
(compare a and b). c. When the female is more dependent on male help, i.e. 0 decreases,
and the cost of deception increases, it pays her to be more coy; here r = 0.04, 6 = 0.25,
(pe + pa) = 0.6 (compare ¢ and b). d. When the probability of finding a male decreases, i.e.
p. + pq decreases, females become less coy; here r = 0.01, 6 = 0.5, (p, + pq) = 0.1 (compare
d and a)

S5UB17 SUOLILLOD SAIESID 3[edljdde au A peusenoB ke sapie YO ‘88N JO S3INJ J0y Afeig1TUIIUO AB]IAA UO (SUOTIPUOD-PUR-SLLLIBYW0D" A3 1M AleJq 1fouluO//:Sa1L) SUORIPUOD PUe SWIS | 84} 89S *[£202/20/LT] U0 AReigi auliuo A8|im ‘saousns [a1bojoes JO uewedsa Aq X°28v00'666T 0TE0-6EVT  [/9VOT OT/10p/w0d" A8 1M Areiqijoul|uo//Siy WOy papeojumod ‘TT ‘666T ‘0TE06EYT



988 C.-A. Wachtmeister & M. Enquist

0.8 -

0.6 -

04

02

Philanderer detection probability per time step, q
w

0.0 ' | ) | s | s | .
0.0 0.2 0.4 0.6 0.8 1.0

Proportion of philanderers, p,/(p_+p,)

1.0

08 -

0.6 -

Philanderer detection probability per time step, q

0.0 02 0.4 0.6 0.8 1.0
Proportion of philanderers, p ,/(p_+p,)

Fig. 1: Continued

for starting to reproduce sooner. The demand on the benefit of waiting increases
as the cost of postponing reproduction increases. More information has to be
gained in every extra waiting time for coyness to pay.

If the cost of reproducing with a philanderer increases, i.e. decreasing J from
0.5 to 0.25, the maximum duration of coyness increases from two to four time-
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steps (compare Fig. 1b and ¢). If the female becomes more dependent on male help
it pays the female to be coyer.

A fifth parameter of importance is the probability of finding a male. Lowering
the probability of meeting a male (p. + pg) from 0.6 to 0.1, the optimal time to
stay coy decreases. The maximum duration of coyness decreases from twelve to
seven time units (compare Fig. 1a and d). Once the female has found a male it will
take a considerable amount of time to find a new male if the present one is rejected.
The rare help from a philandering male is still better than time-consuming searches
for the few faithful males.

Discussion

Our results show that coyness can be explained as a female strategy against
philandering males. The longer the female waits with her reproduction in the season
the lower her reproductive success will be. Conversely, the longer the female stays
coy, the more certain she may become of the male’s intentions. In the model, a
female’s strategy evolves as a trade-off between the benefit of gaining information
and the cost of postponing reproduction. This trade-off is influenced by the time
needed to find a male, the level of male philandering, the possibility of detecting
such males, the variation of reproductive success with time, and the disadvantage
of reproducing with a philandering male. We have used the term coy following
Dawkins’ (1976) terminology. The term may be partly misleading since the fact
that the female is coy does not exclude her from being sexually active before
becoming fertile, something that is commonly observed in many species (e.g.
Lehrman 1964; Birkhead et al. 1987; Sever & Mendelssohn 1988; Birkhead &
Moller 1992).

A pure coy female strategy can be maintained if three conditions are met.
First, both faithful and philandering male behaviour must be present. As mentioned
in the introduction, there is ample evidence that males, while cooperating with a
particular female also regularly court other females without the intention of associ-
ating with them. Second, the female must be able to assess a male’s intention by
spending time together with him. For example, a male that already is paired will
not be able to show a new female as much attention as an unpaired male with
faithful intentions (e.g. Stenmark et al. 1988; Temrin & Arak 1989). Thus, a female
might avoid reproducing with a philanderer by only accepting males that have
spent considerable time with her. Another possibility of uncovering a male that
already is paired, is to spot his mate (e.g. Breichagen & Slagsvold 1988). Third, a
female must have the possibility of rejecting a male and finding a new one.

In this paper we have only considered the behaviour of the female. The
proportion of philanderers as well as the probability of finding males remains
constant during the whole season. These assumptions are chosen for the sake of
simplicity. However, this is a game between males and females and the proportion
of philandering males is likely to vary during the season. It is important that the
defence against philandering does not become too efficient, as that could lead to a
rapid drop in male philandering (Enquist & Leimar 1993). This is the case in
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Dawkins’s (1976) model. How do we maintain both male types in the population?
One way out of this problem would be if some males still gain from philandering
when females start to turn coy. In socially monogamous species, a male that already
has a female might still benefit from philandering with new females, when females
are coy. A male might also start off as a philanderer and later in the season become
faithful or vice versa. For example, in the pied flycatcher, Ficedula hypoleuca, about
two-thirds of the males try to attract a second female. Not all of these succeed, but
about 10-15% of the females ends up reproducing as secondary females (Lundberg
& Alatalo 1992).

Although Dawkins’ (1976) model of coyness correctly proposes female coyness
as a defence against unfaithful male strategies it suffers from a few problems.
First, both types of males might not always be present, which is a requisite for
maintenance of coyness. Second, a male exposes his intentions immediately in
Dawkins’ game, which makes it meaningless to stay coy and lose precious time.
Third, it is worse to reproduce with a philanderer than not to reproduce at all—
something that is not necessarily true. This last is needed because the game occurs
in one time-step only. Thus, females cannot search for a new male.

Our results might also be relevant in other biological contexts where coop-
erators risk being exploited by defectors. For example, simultaneous her-
maphrodites can be considered to engage in reproductive cooperation, where
individuals in such populations might allocate more resources to the female sex
and egg production, producing only the amount of sperm necessary to fertilize the
partner’s eggs. All individuals gain from this cooperation. The problem is that an
individual that puts more reproductive resources into producing sperm instead of
the costlier eggs might have a greater reproductive success than other individuals,
cheating the partners on the access to eggs. Analogous to the development of coy
behaviour in socially monogamous species, simultaneous hermaphrodites should
have evolved a number of efficient defences against non-cooperative male-like
strategies. Empirical evidence also indicates that simultaneous hermaphrodites
typically engage in time-consuming and complex copulation acts (e.g. Fischer 1980,
1984; Pressley 1981; Tompa et al. 1984; Leonard & Lukowiak 1985; Fischer &
Hardison 1987; Sella 1988; Ockelmann & Akesson 1990), possibly increasing the
probability of exposing cheating individuals. For example, the pulmonate gas-
tropod Helix pomatia engages in simultaneously reciprocal copulation and it is not
until both partners simultaneously succeed in an intromission that the copulation
phase can start. The whole act might take up to 9 h (Jeppesen 1976). These relatively
costly behaviours could not be evolutionary maintained without the presence of
some defection in the populations. An individual that had already engaged in a
cooperative interaction might attempt to cheat a new individual trying to fertilize
its eggs, without offering eggs in return. A few studies indicate that such cheating
is present in the population (Fischer 1980; Sella 1988).

Acknowledgements

Special thanks to Anders Brodin, Colin Clark, Stefano Ghirlanda, Miguel Rodriguez-Girones,
Noél Holmgren, Karl Sigmund and Michael Taborsky, and anonymous referees for suggestions and

85US01 T SUOLULLOD A8 1D 3[edldde aup Ag peusenob ke apie O ‘8sn JO S9N 1o} AkeiqT8UIIUO A8]IAA UO (SUOTHPUOD-PUR-SULIBYW0D" A3 (1M AeIq 1 jBul juo//Sdny) SUOTIPUOD pUe SWie 1 841 89S *[£202/20/LT] U0 Akeigiauliuo A8|im ‘seousios 01601099 JO Wuewedsd Aq X'/8¥00'666T OTE0-6EXT /9¥0T OT/I0pW00" A8 1M AeIq1jeuluo//Sdny Wolj pepeojumod ‘TT ‘666T ‘0TE06EYT



The Evolution of Female Coyness 991

comments. This research was supported by grants from the Swedish Natural Science Research Council,
from Marianne och Marcus Wallenbergs Stiftelse, from Riddarhuset, and from Wachtmeisterska
slaktforeningen.

Literature Cited

Andersson, M. 1994: Sexual Selection. Princeton Univ. Press, Princeton.

Bastock, M. 1967: Courtship: an Ethological Study. Aldine, Chicago.

Birkhead, T. R., Atkin, L. & Mgller, A. P. 1987: Copulation behaviour of birds. Behaviour 101, 101—
139.

Birkhead, T. R. & Moller, A. P. 1992: Sperm Competition in Birds. Evolutionary Causes and Conse-
quences. Academic Press, London.

Breichagen, T. & Slagsvold, T. 1988: Male polyterritoriality and female—female aggression in pied
flycatcher, Ficedula hypoleuca. Anim. Behav. 36, 604-606.

Carey, M. & Nolan, V. 1979: Population dynamics of Indigo buntings and the evolution of avian
polygyny. Evolution 33(4), 1180-1192.

Davies, N. & Houston, A. 1986: Reproductive success of Dunnocks, Prunella modularis, in variable
mating systems. II. Conflict of interest among breeding adults. J. Anim. Ecol. 55, 139-154.

Dawkins, R. 1976: The Selfish Gene. Oxford Univ. Press, Oxford.

Enquist, M. & Leimar, O. 1993: The evolution of cooperation in mobile organisms. Anim. Behav. 45,
747-757.

Fischer, E. A. 1980: The relationship between mating system and simultaneous hermaphroditism in the
coral reef fish, Hypoplectricus nigricans (Serranidae). Anim. Behav. 28, 620-633.

Fischer, E. A. 1984: Egg trading in the chalk bass, Serranus tortugarum, a simultaneous hermaphrodite.
Z. Tierpsychol. 66, 143—151.

Fischer, E. A. & Hardison, P. D. 1987: The timing of spawning and egg production as constraints on
male mating success in a simultaneously hermaphroditic fish. Environ. Biol. Fishes 20(4), 301-310.

Hannon, S. & Martin, K. 1992: Monogamy in willow ptarmigan: is male vigilance important for
reproductive success and survival of females? Anim. Behav. 43, 747-757.

Hannon, S. & Martin, K. 1996: Mate fidelity and divorce in ptarmigan; polygyny avoidance on the
tundra. In: Partnerships in Birds. The Study of Monogamy (Black, J. M., ed.). Oxford Univ. Press,
Oxford. pp. 192-210.

Jeppesen, L. L. 1976: The control of mating behaviour in Helix pomatia L. (Gastropoda: Pulmonata).
Anim. Behav. 24, 275-290.

Klomp, H. 1970: The determination of clutch size in birds. A review Ardea 58, 1-124.

Lehrman, D. S. 1959: Hormonal responses to external stimuli in birds. IBIS 101, 478-497.

Lehrman, D. S. 1964: The reproductive behaviour of ring doves. Sci. Am. 211, 48-54.

Leonard, J. L. & Lukowiak, K. 1985: Courtship, copulation, and sperm transfer in the sea slug, Navnax
inermis (Opistobranchia: Cephalaspidea). Can. J. Zool. 63, 2719-2729.

Lundberg, A. & Alatalo, R. V. 1992: The Pied Flycatcher. T & A. D. Poyser Ltd, London.

Mangel, M. & Clark, C. W. 1988: Dynamic Modeling in Behavioural Ecology. Princeton Univ. Press,
Princeton.

Ockelmann, K. W. & Akesson, B. 1990: Ophryotrocha socialis n. sp. A link between two groups of
simultaneous hermaphrodites within the genus (Polychaeta, Dorvilleidae). Ophelia 31(3), 145-162.

Pressley, P. H. 1981: Pair formation and joint territoriality in a simultaneously hermaphrodite: the
coral reef fish Serranus tigrinus. Z. Tierpsychol. 56, 33-46.

Schuster, P. & Sigmund, K. 1981: Coyness, philandering and stable strategies. Anim. Behav. 29, 186—
192.

Sella, G. 1988: Reciprocation, reproductive success, and safeguards against cheating in a hermaphroditic
polychaete worm, Ophryotrocha diadema Akesson, 1976. Biol. Bull. 175, 212-217.

Sever, Z. & Mendelssohn, H. 1988: Copulation as a possible mechanism to maintain monogamy in
porcupines, Hystrix indica. Anim. Behav. 36, 1541-1542.

Stenmark, G. Slagsvold, T. & Lifjeld, J. T. 1988: Polygyny in pied flycatcher, Ficedula hypoleuca: a test
of the deception hypothesis. Anim. Behav. 36, 1646-1657.

Temrin, H. & Arak, A. 1989: Polyterritoriality and deception in passerine birds. Trends Ecol. Evol. 4,
106-109.

85US01 T SUOLULLOD A8 1D 3[edldde aup Ag peusenob ke apie O ‘8sn JO S9N 1o} AkeiqT8UIIUO A8]IAA UO (SUOTHPUOD-PUR-SULIBYW0D" A3 (1M AeIq 1 jBul juo//Sdny) SUOTIPUOD pUe SWie 1 841 89S *[£202/20/LT] U0 Akeigiauliuo A8|im ‘seousios 01601099 JO Wuewedsd Aq X'/8¥00'666T OTE0-6EXT /9¥0T OT/I0pW00" A8 1M AeIq1jeuluo//Sdny Wolj pepeojumod ‘TT ‘666T ‘0TE06EYT



992 C.-A. Wachtmeister & M. Enquist

Tompa, A. S., Verdonk, N. H. & van den Biggelaar, J. A. M. (eds) 1984: The Mollusca Reproduction,
Vol. 7. Academic Press, Orlando.

Received: November 6, 1998
Initial acceptance: January 8, 1999

Final acceptance: April 19, 1999 (M. Taborsky)

Appendix
Probability of being paired to a faithful male at pairing time s, G.(s):

Pe
pc"‘f_pd
GC(S) = Pc
§s—2 .
(Pe+pa)(1—q) '+pg Y (1—q)
=0

J=

s=1

s=2
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