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The behaviour of males emerging/maturing/arriving
earlier than females is called protandry. Among insects,
protandry has been reported only in those that are
seasonal. This is probably because discrete genera-
tions, a requisite for protandry, are often reported in
insects from seasonal environments. In what may be
the first evidence for aseasonal multivoltine insects,
we report protandry in Opisina arenosella, a tropical
moth with discrete generations. The mean emergence
time for males of Opisina was significantly earlier
than that of females and the proportion of females in
the population increased with progress in the flight
period, suggesting protandry. Field-activity pattern of
moths, monitored using light traps, showed that the
peak activity period for males was earlier than that of
females, a trend similar to that of the emergence pat-
tern. Further, through laboratory studies on develop-
mental biology, protandry was consistently observed
over a range of temperatures (22-34°C) normally preva-
lent in the study area, suggesting that protandry per se
may not be a function of seasonality. We attribute
protandry in Opisina to sexual selection for early male
emergence. We discuss why protandry among asea-
sonal insects cannot resutt from selection for body size
in males or females, and suggest that protandry and
smaller male body size should not be related to avail-
ability of food. The evidences provided in this com-
munication may open opportunities for exploring
reproductive asynchrony in general, and protandry in
particular, among aseasonal insccis.

Keywords: Discrete generations, monandry, Opisina
arenosella, protandry, reproductive asynchrony.

AMONG monandrous insects (where females mate once in
their lifetime), males should essentially mate with virgin
females to be successful. Here, as early emerging males
would have greater mating opportunities with virgin females,
early emergence of adults from pupae may be ‘selected
for’ in males'™. Therefore, under monandry, males may
tend to emerge earlier than females —a phenomenon
known as protandry’. This sexual-selection explanation
for protandr; predicts the following. (1} Proiundry should
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be associated with discrete generations, as advantages of
protandry cannot be realized whcn mates are always
available!™*¢, (2) Males should be smaller than the fe-
males’. The second prediction (although contested by
others’) has been explaineq as follows’. Insects with dis-
crete generations occur mostly in temperate regions, and,
as food is available for a limited period, the life cycle
may be constrained. In this case, the total development
time may be the same for both sexes. Therefore, il has
been speculated that if males are to emerge earlier than
females due to selection for prétandry, their development
time should be shorter. Hence, they should have a smaller
body size, if their development rates are similar. The pre-
diction of smaller males reclines on the fact that protan-
dry among insects is reported only in distinetly seasonal
uni- or bi-voltines®™", ’

Aseasonal multivoltine insects are generally not expected
to be protandrous because discrete generations are rarely
reported among them”’ " In an interesting situation, we
found that a tropical moth, Opisina arenesella (Walker)
{Lepidoptera: Qecophoridae) (hereafter Opisina), whose’
larvae defoliate the coconut palm, shares all the charac-
teristics of a protandrous insect as predicted by the sexual
selection theory—monandryls’lg, discrete gcnerations”,
and smaller male body size®™ (Figure 1); but remarkably,
the insect is aseasonal and multivoltine!”, while its host
plant is perennial. In this communication we report the
occurrence of protandry in Opisina by analysing the
emergence and activity pattern of moths. Thus protandry
is shown in an aseasonal multivoltine insect with discrete
generations. Later, some of its implications on the predic-
tion of smaller males® have been discussed.

Opisina is the major leaf-feeding pest of coconut palms
in India®', Sri Lanka® and Burma®. Caterpillars feed on
the leaflets and build large populations causing consider-
able damage to coconut palms. The specics has five discrete
generations in a year''. As larvae, males pass through
seven instars and females eight, and there is no difference
between sexes in each of Lhe first seven instars with re-
spect to duration, amount of food consumed and body
weight™. This obviously implies similar rates of develop-
ment between males and females. At 25°C, larval period
for males apd females is approximately 33 and 39 days
respectively, and the total life cycle is completed in 65—
75 days®. The eighth larval instar in females not only
contributes to size dimorphism (Figure 1), but also delays
female emergence™. Here, Opisina does not face any
limitation in terms of availability of food, as coconut
palms are perennial and their leaves evergreen.

In a study to record the emergence patterns of males
and females along the flight period, samples were obtained
from a thoroughly monitored field population infesting an
orchard of about 600 20-year-old palms (K. B. Doddi Vil-
lage, Channapatna Taluk; 12°37°40.0"N; 77°10°31.9"E).
Samples were drawn four times during a generation of
Opisina at an interval of nine days starting from the ap-
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Figure 1. a. Phetographs of male and female pupae. &, Matiug pair of Opisira arenosella. Pholographs stiow that
males are smalier than ferpales.
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Figure 2. «, Overall emergence pattern of Opising moths {columns) and proportion of females to tqlﬂ'
moths (dots) across the flight period. This proportion increased logarithmically along the flight period
(y =0.3203 In{x; °**; R* = 0.84). Region below and above ‘he horizontal dotted ling indicates lower _ﬂ“d
higher proportion of females in the population. respectively. Region to the left and right of the ‘.-"{UCﬂl
dotted line indicates flight period when the proportion of females in the population is lower and nigher
than that of males respectively, b, Emergence curves of males (solid squares) and females (hollow
squares) superimposed on the overall emergence (columns). Arrows indicate the respective mean emet-
gence time of males (15.73 £ 5.25 days) and females (18.34 * 5.60 days).
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Figure 3. &, Overall activily pattern of Opisina moths (columns) and proportion of females to total
moths (dots) trapped across the flight period. This proportion increased logarithmically aleng the flight
period (y = 0.3243 In(xy™""; R* = 0.90). See Figure 2 for further descriptions. b, Activity curves of males
(solid squares) and females (hollow squares) superimposed on the overall activity (columns). Arrows in-
dicate the respective mean activity time of males (14.10 £ 4.40 days) and females (16.32 1 4.18 days).

proximate time when the first moths were to emerge (the
first moth emerged on 15 April 2005). During each sam-
pling, damaged leaflets were collected at random from
different palms, bulked and brought to the laboratory to

separate out the individuals. Larval and pupal stages were -

encountered in the first two samples; thereafter, only pupae
of the current generation were found in the samples. Lar-
vae were reared on coconut leaflets until pupation. Sexes
were separated at the pupal stage and kept in containers
for emergence of moths. The number of male and female
moths that emerged each day was noted for the entire
flight period. Data were pooled across the four samples to
determine the emergence pattern.

A total of 1135 moths emerged over a period of 37
days (Figure 2a), There was a single mode in the emer-
gence of each sex (Figure 2 b), and the mean emergence

CURRENT SCIENCE, VOL. 94, NO. 4, 25 FEBRUARY 2008

time for males and females was 15.73 £5.25 and 18.84 £
5.60 days respectively (+test; = ~8.96; P <0.01). The
proportion of female moths increased logarithmically
each day (y=0.3203 In(x)"*%, R®=0.84; Figure 2a),
with only females emerging during the last few days of the
flight period. The sex ratio became increasingly female-
biased with progress in the flight period (sex ratio (num-
ber of males per female) during the first, second and third
week and for the subsequent period was 3.0, 0.67, 0.41
and 0.22 respectively). Lead/lag correlation was highest
(r=0.93, n = 34) when female emergence was advanced
by three days, which also suggests a three-day difference
in the mean emergence of males and females. All these
evidences suggest protandry in Opisina.

If males emerge earlier than females, given equal aduilt
longevity between sexes (this is seen in Opisina“), the
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field-activity pattern of males and females should also re-
flect the trend. To confirm the earlier obtained results, we
conducted a field trial on the activity pattern of moths
during the flight period. The study was taken up in the
same orchard where samples for observing the emergence
pattern of moths were drawn. Opisina is nocturnal and
has been shown to be attracted to light irrespective of sex,
mating status and age'’. In the present study, three tray-
water light trapsu, each consisting of a water-filled
square tray of ~1 sq. m area and a light source in the mid-
dle, were used to trap the moths. The traps were set up
150 m apart, a few days before the emergence of the first
moths. In two traps, high voltage halogen bulbs were used,
while in the third trap mercury vapour lamp (200 W) was
used as light source. Traps were run throughout the night
from 6 pm onwards during the entire flight period — 16
April to 20 May 2005. Moths trapped during the previous
night were collected every morning and stored in 70%
ethanol. On two nights (4 and 5 May 2005) traps were not
run throughout the night due to power failure (frpm
11 pm onwards). However, as it did not coincide with ei-
ther the days of peak moth activity or peak activity time
within a night (6-10 pm'®), the data were used as such.
Later, moths were dissected to determine the sex. Moths
sampled in all the three traps were pooled for analysis.

A total of 9049 moths were trapped over a flight period
of 35 days from the three light traps (Figure 3 a). Esti-
mates showed the number of moths trapped to be ~1% of
those active during the flight period, and hence those
trapped on day n; should have a negligible influence on
the number trapped on day n;,;. (The orchard under study
was continuously monitored and data on population den-
sity were recorded once every 15 days. Pupal density dur-
ing the generation was not less than ! per leaflet. With
~200 leaflets per frond and ~10 infested fronds per paim,
each, palm contained not less than 2000 pupae. Considering
that 60% pupae became moths'®, we estimated that there
were ~1200 moths emerging from a single palm. As the
orchard contained 600 palms, the number of moths active
during the flight period in that generation should be
~720,000.) Mean trapping time across the flight period
was 14.10 £4.40 and 16.32 £4.18 days for males and
females respectively (Figure 3 b, r-test; =-20.63;
P < 0.01). Similar to the emergence pattern (Figure 2 a),
the proportion of females increased with progress in the
flight period (y = 0.3243 In(x)™"; R*=0.90). Lead/lag
correlation between males and females trapped per day
was highest when the female curve was advanced by two
days (r=10.92, n=33). These results appear similar to
that of the emergence pattern, and confirm protandry in
Opisina. However, it was necessary to verify if protandry
per se was consistent throughout the year and not 2 mere
artefact of the season when the study was conducted.

At any time of the year the average daily temperatures
in the study area generally fall in-the range 20-34°C.
Therefore, we tested whether protandry was consistent at
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these temperatures. The developmental biology (egg to
adult emergence) of Opisina was noted when reared at
22°C, 26°C, 30°C and 34°C. Individuals collected from
the field were reared in the laboratory at the desired tem-
perature (£1°C) and eggs of the next generation were ob-
tained'®. Within one day of oviposition,.eggs were placed
in vials (2.5 x 7.5 ¢m) and transferred to the BOD incu-
bator set at a desired temperature. The vials were ob-
served for emergence of neonates each day and the
overall incubation period of eggs was noted. Neonates
that emerged on the same day were transferred to coconut
leaf bits in vials @ 10 per vial. After reaching third in-
star, the larvae were reared in jars (6 X 8 ¢cm) and not
more than 5 larvae of the same age were placed in a jar.
Larvae were transferred to fresh leaflets every four days.
On pupation, male and female pupae were separated and
placed in containers with their respective jar numbers in
the incubator. They were observed every day for moth
emergence. Total time taken for development was sepa-
rately worked out for the sexes. Two complete genera-
tions were reared at 22°C, 26°C and 30°C, and the
parameters recorded for the second generation were used
for comparisous As oviposition and survival was ex-
tremely low at 34°C, data from first generation were
used. Observations were recorded from 89, 188, 296, and
84 individuals that successfully metamorphosed into
adults when reared under 22°C, 26°C, 30°C and 34°C, re-
spectively.

‘Results show that males completed their development
earlier than that of females at each of the four tempera-

-tures tested (Figure 4). The difference in the developmen-

tal periods of males and females was 5.06, 4.12, 3.88 rnd
3.36 days at 22°C, 26°C, 30°C and 34°C respectively.
This difference in the developmental period across sexes
(¢-test; P < 0.05 at all temperatures} not only proves pro-
tandry in Opisina, but also suggests that it occurs at all
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tigure 4. Total developmental period for males (unfilled columns)
and females (filled columns) when reared at different temperatures {¢-test
P < 0.05 for each paired comparison). Whiskers above the columns in-
dicate 1 stapdard deviation. Triangles show the extent of protandry al
each rearing temperature.
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temperatures that are generally prevalent during a year in
the study area. Thus, protandry per se may not be a func-
tion of temperature, the factor that has profound influence
on the developmental biology of poikilotherms. Although
the absolute values of protandry appear to decline with
increase in ternperature, the ratio of protandry to the
development time of either males or females shows minor
difference across the temperatures tested {for males it is
0.08, 0.08, 0.09 and 0.1; for females it is 0.07, 0.07, 0.08
and 0.09 at 22°C, 26°C, 30°C and 34°C respectively). This
suggests that direct effects of temperature might not con-
siderably influence protandry; the effects might perhaps
mediate through total development time. Altogether, the
study establishes protandry in Opisina, and simultane-
ously rules out the generally held belief that protandry is
restricted to seasonal uni- or bi-voltines®. Also, it suggests
that it might be redundant to link protandry and smaller
male body size through seasonality or limitation for food®.

Protandry in Opisina might be the outcome of sexual
selection for early male emergence, as its characteristics
{monandry, discrete generations and smallcr male body
size) agree with the general predictions of the sexual se-
lection theory®>. However, it has been proposed that pro-
tandry can also have an incidental origin® - it might
" occur when selection favours larger females (or smaller
males), and the sexes have similar developmental rates.
Among aseasonal insects whose life cycles are not con-
strained by limitation of time/food, the sexes might manipu-
late their developmental rates to have smaller or larger body
sizes’, they need not compromise on reproductive syn-
chrony. MoreoVver, it has been shown that protandry can risk
death of virgin females*%. Therefore, selection for body size
might not be responsible for protandry in Opisina.

With seasonality out of consideration and five discrete
generations per year'’, QOpisina provides an excellent op-
portunity for studies on protandry.

1. Darwin, C., The Descent of Man, and Selection in Relation to Sex,
John Murray, London, 1871.

2. Wiklund, C. and Fagerstrom, T., Why do males emerge before fe-
males? A hypothesis to explain the incidence of protandry in but-
terflies. Oecologia, 1977, 31, 153158,

3. Singer, M. C., Sexual selection for small size in male butterflies.
Am. Nar., 1982, 119, 440443,

4. Zonneveld, C. and Metz, J. A. J., Models on butterfly protandry:
Virgin females are at risk to die. Theor. Popul. Biol., 1991, 40,
308-321.

5. Thomhill, R. and Alcock, 3., The Evolution of Insects Mating Sys-

temns, Harvard University Press, Cambridge MA, 1983.

6. Zonneveld, C., Polyandry.and protandry in butterflies. Bull. Marh.
Biol., 1992, 54, 957-976. ' . -

7. Nylin, S., Wiklund, C. and Wickman, P. O., Absence of trade-offs
between sexual size dimorphism and early male emergence jn a
butterfly. Ecology, 1993, 74, 1414--1427.

8. Iwasa, Y., Odendaal, F. J,, Murphy, D. D., Ehrlich, P. R. and Lau-
ner, A. E., Emergence patterns in male butterflies: A hypothesis
and a test. Theor. Popul. Biol,, 1983, 23, 363-379.

9. Baughman, ]. F., Murphy, D. D. and Ehrlich, P. R., Emergence
patterns in male checkerspot butterflics: Testing theories in field.
Theor. Popul. Theory, 1988, 33, 102-113

10. Carvalho, M. C., Queiroz, P. C. D. and Ruszczyk, A., Protandry
and female size-fecundity variation in the tropical butterfly Bras-
solis sophorae. Oecologia, 1998, 116, 98-102.

11. Fischer, K. and Fiedler, K., Demographic growth patterns and sex-
specific reaction norms in the butterfly Lycaena hippothoe suma-
diensis. J. Anim. Ecol., 2001,-14, 210-218.

12. Zijistra, W. G., Kesbeke, F., Zwaan, B. J. and Brakefield, P. M.,
Protandry in the butterfly Bicyclus anynana. Evol. Ecol. Res.,
2002, 4, 1229-1240.

13. Holzapfel, C. M. and Bradshaw, W. E., Protandry: The relation-
ship between emergence time and male fimess in the pitcher-plant
mosquito. Ecolegy, 2002, 83, 607-611.

14. Wolda, H., Insect seasonality: Why? Annu. Rev. Ecol. Syst., 1988,

" 19,1-18.

15. Perera, P. A. C. R, Hassel, M. P. and Godfray, H. C. I, Population
dynamics of the coconut caterpillar, Opisina arenoseila Walker
(Lepidoptera: Xyloryctidae) in Sri Lanka. Bull. Entomol. Res.,
1988, 78, 479492,

16. Godfray, H. C. J. and Hassell, M. P., Discrete and continuous in-
sect populations in tropical environments. J. Anim. Ecol., 1989,
58, 153-174.

17. Ramkumar, Muralimohan, K., Kiranmayi, L. and Srinivasa, Y. B.,
Discrete generation cycles in the tropical moth Opisina
arenosella. Curr. 5ci., 20006, 91, §11-816,

18. Ramkumar, Studies on ecology, reproduetive biology and man-
agement of Opisina arenosella (Walker) (Lepidoptera: Oeco-
phoridae). Ph D thesis, University of Agricultural Sciences,
Bangalore, 2002,

19. Ramkumar, Putraswamy and Srinivasa, Y. B., Technigue for suc-
cessful oviposition of (Jpisina arenosella (Walker) and reproduc-
live biology under laboratory conditions. Pest Manage. Hortic.
Ecosyst. 2001, 7, 41-44.

20. Ramkumar, Muralimohan, K. and Srinivasa, Y. B., Gender associ-
ated differences in number of larval instars in Opisina arenosella
(Walker). Pest Manage. Hortic. Ecosysr., 2005, 11, 27-32.

21. Rao, Y. R, Cherian, M. C. and Ananthanarayanan, K. P., Infestation
of Nephantis serinopa Meyrick in South India, and their control by
the biological method. Indian J. Enromol., 1948, 10, 205-247.

22. Parera, P. A. C. R,, Studies on Opisina arenosella (Walker) and its
natural enemies in Sri Lanka. Ph D thesis, University of London,
UK, 1987,

23." Ghosh, C. C., The palm beetles in Burma, with notes on other

* palm pests. In Proceedings of the V Entomology Meeting, PUSA,
1923, pp. 99-103. -

24. Munalimohan, K., Population ecology of coconut black headed
caterpillar (Opisina arenosella (Walker) (Lepidoptera: Oecophori-
dae)) with emphasis on distribution, generation cycles, genetic di-
versity and resistance to monocrotopbos. Ph D thesis, University

. of Agricultural Sciences, Bangalore, 2006.

25. Wiklund, C. and Solbreck, C., Adaptive versus incidental explana-
tions for the occurrence of protandry in a butterfly. Leptidea
sinapsis L. Evolution, 1982, 46, 519528,

26. Calabrese, J. M. and Fagan, W. F., Lost in time, lonely, and sin-
gle: Reproductive asynchrony and the allee effect. Am. Nat., 2004,
164, 25-37.

ACKNOWLEDGEMENTS., Mr Chandrashekhar, a farmer at K B
Doddi, permitted us to draw samples and conduct light-trap studies in
his coconut grove. Raghu and Gangadhara lent support in laboratory
and fieldwork. Drs N. V. Joshi and K. Chandrashekara joined us in useful
discussions. Drs V. T. Sannaveerappanavar and Puttaswamy, Depart-
ment of Entomology, UAS Bangalore, and the Director, IWST Banga-
lore supported the study. The Coconut Development Board provided
Senior Research Fellowship to K.M. Two anonymous reviewers offeréd
critical comments on the manuscript. We thank all of them,

CURRENT SCIENCE, VOL. 94, NO. 4, 25 FEBRUARY 2008

Received 12 June 2007; revised accepted 23 January 2008

517





