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Abstract.—Kirtisinghe’s Rock Frog (Nannophrys marmorata) is endemic to Sri Lanka and is found only on the 
northeastern slopes of the Knuckles Mountain Range, where a short wet season is followed by a prolonged dry 
season.  The dry season is characterized by high air temperature, low relative humidity, and strong desiccating 
winds.  These frogs take refuge in rock crevices during the daytime and emerge at night to forage.  We monitored 
the body temperature of frogs while inside and outside crevices, and several environmental variables, during 4-d 
periods in the peak dry (August) and peak wet (December) seasons.  In the peak dry season during daytime, 
ambient air temperature rose to 39.2° C (average) and relative humidity dropped to 27% (average).  Under these 
conditions, the peak temperature of the rock crevices averaged 29.9° C, and the crevices served as a refuge for the 
frogs, whose body temperature did not exceed 27.4° C.  Frogs used significantly smaller crevices (entrance height) 
in the dry season (10.2 mm + 1.1 SE) compared to those used in the wet season (17.9 + 1.6 mm).  Frog activity 
outside of crevices at night was dramatically less during the dry season (98 frog-hours) than during the wet season 
(1,615 frog-hours).  Our study shows that N. marmorata minimizes exposure to adverse environmental conditions in 
the dry season by taking refuge in rock crevices.  The behavior by frogs of selecting smaller crevices and reducing 
activity outside of crevices during the dry season may also serve to minimize exposure to adverse conditions.

Key Words.—amphibian; body temperature; microhabitat; Kirtisinghe’s Rock Frog 

introdUCtion 

The genus Nannophrys (Dicroglossidae) is endemic 
to Sri Lanka and comprises three species: N. marmorata 
(Kirtisinghe’s Rock Frog or Marbled Rock Frog), N. 
ceylonensis (Sri Lanka Rock Frog), and N. naeyakai (Sri 
Lanka Tribal Rock Frog).  Nannophrys marmorata is 
categorized as a Critically Endangered species, primarily 
due to its restricted distribution (International Union for 
Conservation of Nature [IUCN] 2018).  This species 
is found on the northeastern slopes of the Knuckles 
Mountain Range at elevations of 200–1,220 m, whereas 
N. ceylonensis and N. naeyakai live elsewhere in the 
country at lower elevations (Manamendra-Arachchi and 
Pethiyagoda 2006).  The part of the Knuckles Mountain 
Range that includes the habitat of N. marmorata has been 
declared the Knuckles Conservation Forest (Government 
of Sri Lanka 2000).  The Knuckles Conservation Forest 
and two other properties are collectively called The 
Central Highlands of Sri Lanka, which was added to 
the World Heritage list as a biodiversity hotspot in 2010 
(United Nations Educational, Scientific and Cultural 
Organization [UNESCO] World Heritage Centre. 2018. 
Central Highlands of Sri Lanka. UNESCO World 

Heritage Centre. Available from https://whc.unesco.org/
en/list/1203/. [Accessed 24 May 2018]). 

Although the tropical rainforest environment is 
commonly perceived as relatively stable and constant over 
the year (Wikelski et. al. 2000), some parts of the tropics 
experience sharp seasonal differences (e.g., Wright and 
Cornejo 1990).  This is seen on the northeastern slopes 
of the Knuckles Mountain Range, where the climate is 
characterized by a relatively short wet period (during the 
northeast monsoon) and a prolonged dry period during 
the southwest monsoon (which brings no rain to this part 
of the mountain range) and the inter-monsoonal periods 
(Giragama and Wickramaratne 2005).  During the dry 
season, the atmospheric temperature rises and strong 
desiccating winds sweep across the area (de Rosayro 
1958; Giragama and Wickramaratne 2005).  Prior to the 
present study, observations showed that the ambient air 
temperature in the peak dry season approached 40° C, 
about 15° C hotter than that observed in the peak wet 
season (unpubl. data).

In ectotherms such as amphibians, the interplay of 
environmental temperature and relative humidity is 
critical in determining body temperature and water 
balance and hence ability of the animals to survive 
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figUrE 1. Kirtisinghe’s Rock Frog (Nannophrys marmorata) in 
the shelter of a rock crevice at Pitawala Pathana in the Knuckles 
Mountain Range, Sri Lanka, August 2016.  (Photographed by 
Uvini I. Senanayake).

Senanayake et al.—Combating extreme tropical seasonality.

(Buttemer and Thomas 2003; Navas et al. 2008; Kӧhler 
et al. 2011; Titon and Gomes 2015).  The terrain in 
the parts of the Knuckles Mountain Range where N. 
marmorata is present is rocky, and the frog has a dorso-
ventrally flat body that makes it well suited to live 
within rock crevices (Fig. 1).  Considering the extreme 
seasonality of the habitat and the rock crevice dwelling 
habit of these frogs, our study examined how this species 
overcomes the hot and dry conditions encountered 
during the prolonged dry season.  We compared 
observations during the peak dry season (August) 
and the peak wet season (December) for a number of 
variables: ambient air temperature (hereafter referred to 
as air temperature) and relative humidity, temperature 
within the rock crevices, body temperature of the frogs 
when within and outside the crevices, height of entrance 
to the crevices occupied by the frogs, and the number of 
frogs that emerged onto the rock surfaces throughout the 
day and night.  Because rock crevices may also provide 

shelter for other species, leading to possible predation/
competition, we also recorded observations on other 
species.

matErialS and mEthodS

Study site.—Our study site was located on the 
northeastern flank of the Knuckles Mountain Range 
within the Knuckles Conservation Forest, Sri Lanka, 
in a place known as Pitawala Pathana (7°32'58.81"N, 
80°45'17.97"E; elevation 800 m; Fig. 2), which is mainly 
a grassland (about 26 ha in area) with scattered clumps 
of bushes and trees (Fig. 3).  Nannophrys marmorata 
has been recorded at Pitawala Pathana (Manamendra-
Arachchi and Pethiyagoda 2006).  Within the grassland, 
the terrain in some areas is rocky, with a patchy grass 
cover.  In our reconnaissance survey prior to the study, 
we observed the presence of N. marmorata mainly in 
these rocky areas.  Hence, we selected a rocky area 
covering around 5 ha as our study site (Fig. 3).  Owing 
to its approximately northwest to southeast orientation, 
the Knuckles Mountain Range directly intercepts the 
wind currents of both the southwest and northeast 
monsoons (de Rosayro 1958).  This characteristic, 
together with the elevational gradient, results in the 
mountain range experiencing climatic regimes varying 
from wet on the southwestern and western slopes, to 
seasonally dry on the eastern and northeastern slopes 
(de Rosayro 1958).  The northeastern slopes receive 
heavy rainfall from November to February, and this is 
followed by a long season of dry weather (Giragama and 
Wickramaratne 2005).  During the wet season, a stream 
crosses the study site, keeping the rock surfaces moist, 
but the stream reduces to a trickle during the dry season.  
We conducted the study in 2016 during August and 

figUrE 2. The location of Pitawala Pathana (red-outlined polygon) in Sri Lanka.  (Image from Google Earth, Google, Mountain View, 
California, USA; 2018). 
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December, which, based on available data, represents 
the peak dry and peak wet months, respectively, in the 
study region (Giragama and Wickramaratne 2005).    

Frog body temperature.—In each season around 
mid-day, we marked 10 crevices with colored tags that 
were occupied by the frog N. marmorata and which 
were separated from each other by a distance of about 
5 m or more.  We selected the crevices in a haphazard 
manner to minimize bias.  We measured the body 
temperature of frogs within the 10 marked crevices 
during a 4-d period in each season (19–22 August 
and 18–21 December).  On each of the four days, we 
measured the body temperature of frogs in two or three 
of the marked crevices, starting 1000 to 1100, and we 
recorded data at 2-h intervals. 

We measured the surface body temperature of the 
frog using a GM700 1.5” LCD Non-Contact Infrared 
Thermometer (Elecall, Zhejiang, China).  We carefully 
pointed the infrared beam on three different points of the 
body (head, abdomen, and thigh) and used the mean of 
the three readings to indicate the body temperature.  Prior 
to the 4-d sampling period in each season, we measured 
the snout-vent length of a number of N. marmorata 
frogs picked haphazardly.  Snout-vent lengths ranged 
from 27.7 to 52.6 mm (n = 23; mean 35.0 ± 1.5 [SE] 
mm) in the dry season and from 28.2 to 45.0 mm (n = 
20; 32.6 ± 1.0 mm) in the wet season.  This information 
was used to determine the maximum distance from 
the frog at which body temperature measurements 
should be taken to minimize any possible impact of the 
substrate temperature on the measurements recorded.  
Accordingly, we measured body temperature from a 
distance of < 20 cm from the frog because the distance-
to-spot size ratio of the instrument was indicated as 
12:1 (specifications for GM700 1.5” LCD Non-Contact 
Infrared Thermometer).  We calibrated the instrument 
daily using the ice bath method (ThermoWorks. 2016. 
Calibrating your infrared thermometer with a properly 
made ice bath. ThermoWorks. Available from https://
www.thermoworks.com/infrared_tips_icebath_to_

calibrate_infrared [Accessed 10 February 2016]).  The 
accuracy of the instrument is ± 1.5° C (specifications for 
GM700 1.5” LCD Non-Contact Infrared Thermometer).

In all instances except one in each season, only a 
single frog occupied the selected crevice.  For these 
crevices when the frog left the crevice, we continued 
measuring its body temperature while outside the crevice, 
and we continued to record its body temperature after it 
returned to the crevice.  In all these instances, a frog that 
left the crevice re-entered the same crevice, and no frogs 
entered these marked crevices other than the ones being 
monitored.  In two instances, one each in the wet and dry 
seasons, there were three frogs in the marked crevices.  
In these two instances, when the frog whose body 
temperature was being measured left the crevice before 
the others, we continued to take recordings on another 
frog within the same marked crevice.  When all frogs 
left the crevice, we monitored the body temperature 
of the last frog to leave the crevice until such time as 
any frog re-entered the particular marked crevice, at 
which time we continued to monitor the temperature of 
this frog.  In this manner we obtained 10 sets of body 
temperature measurements over a 24-h period for frogs 
in the 10 marked crevices in each season. 

Air temperature, relative humidity, and crevice 
temperature.—We monitored these parameters over 
24-h periods during the 4-d periods described above 
at each of the marked crevices that would be used 
or had already been used for measuring frog body 
temperatures.  We used sensors to record data at 5-min 
intervals over a single 24-h period at each of the 10 
rock crevices.  To record air and crevice temperatures 
and relative humidity, we constructed data logging 
devices using commercially available sensors.  We 
made the platform of the data logging device using 
the Arduino pro mini microcontroller (Atmega 328p, 
Atmel Corporation, San Jose, California, USA), and 
connected and programed three sensors: two digital 
thermometers (DS18B20, Maxim Integrated, San 
Jose, California, USA) and a digital humidity sensor 

figUrE 3. The study site during the peak wet season (December, left) and the peak dry season (August, right).  (Photographed by Uvini 
I. Senanayake). 
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(AOSONG-DHT11, Aosong Electronics Co. Ltd., 
Baiyung District, Guangzhou, China), alongside a 
Real Time Clock module (Maxim Integrated-DS3231, 
Maxim Integrated).  A Secure Digital (SD) card 
reader (FUT3001, Fut-electronic Technical Co., Ltd., 
Shenzhen, Guandong, China), and five indicator Light 
Emitting Diodes (LED; 5 mm Red through hole LED, 
Shenzhen HanhuaOpto Co., Ltd., Guanlan, Shenzhen, 
China) were connected to the Arduino platform.  We 
calibrated the temperature sensors using ice and steam 
point measurements (Under Water Arduino Data 
Loggers. 2015. Calibrating DS18B20 1-Wire Sensors 
with Ice and Steam point measurement. Available 
from  https://thecavepearlproject.org/2015/03/30/using-
ds18b20-one-wire-sensors-to-make-a-diy-thermistor-
string-pt-2-calibration/ [Accessed 4 February 2016]).  
We calibrated the relative humidity sensors using the 
standard saturated salt method (Lu and Chen 2007).  
We measured air temperature and relative humidity 
outside the crevice at a height of about 15 cm in the 
shade of the sparse grass cover in a location < 1 m away 

from the rock crevice being monitored.  We measured 
crevice temperature approximately 10 cm inside the 
rock crevice. 

Rock crevice height and the occupancy of 
crevices.—We measured the entrance height of the 10 
crevices marked in each season.  In addition, in each 
season around mid-day (1000–1400) we haphazardly 
picked an additional 25 crevices (at a minimum spacing 
of 5 m) that N. marmorata occupied and took the 
entrance height measurements.  We measured height at 
a point 2 cm inside the crevice entrance using a wooden 
tooth pick that we cut and trimmed to fit inside the 
rock crevice and later measured using a Vernier caliper.  
We used one-way ANOVA to compare the height 
of the rock crevices used in the two seasons.  While 
searching for occupied crevices, we observed in the 
dry season that some crevices were occupied by a crab 
(Ceylonthelphusa sp.) or the Skipper Frog (Euphylictis 
cyanophlyctis).  Consequently, on one day in each of the 
two seasons at around mid-day, we searched 35 crevices 
picked haphazardly that were approximately 5 m or 
more apart and recorded the number of crevices from 
among these that were occupied by either of the two 
frog species or the crab.  We used the Chi square test to 
discern seasonal differences in the use of rock crevices 
by the three species.

Emergence from rock crevices and foraging 
activity.—Nannophrys marmorata individuals emerge 
from the crevices at different times during the night for 
foraging.  In both seasons on each of the four days when 
we took the other measurements, we searched within the 
study site (5 ha) at 2-h intervals over a 24-h period and 
counted the number of N. marmorata that had emerged 
onto rock surfaces.  We calculated the number of frog-
hours outside the crevices during a 24-h period in each 
season by multiplying the mean number of frogs that 
were out at each 2-h count by 2 and summed the values.  
We derived times for sunrise and sunset (http://suncalc.
net/#/7.5543,80.761,13/2016.12.19/11:29).

rESUltS

Air, crevice, and body temperatures, and relative 
humidity.—The diurnal fluctuations in all these 
parameters were greater in the dry season compared to 
the wet season (Fig. 4).  Notably, during the peak dry 
season, the mean air temperature fluctuated from 21.5° 
to 39.2° C and the mean relative humidity fluctuated 
from 27 to 70%, whereas in the peak wet season the 
fluctuations were from 19.3° to 23.4° C and from 81 
to 95%, respectively.  In the dry season when the air 
temperature peaked at 39.2° C, the crevice temperature 
peaked at 29.9° C, and the highest body temperature 

figUrE 4. Air temperature (AT), crevice temperature (CT), relative 
humidity (RH), and body temperature of Kirtisinghe’s Rock Frogs 
(Nannophrys marmorata; BT) as a function of time of day during 
a 4-d period in the (a) peak wet and (b) peak dry season.  Data are 
shown for 2-h intervals; labels on X axis indicate mean time of 
sampling for each interval.  Values are means (+ one standard error, 
vertical bars); n = 10 for each parameter per season.  Standard error 
bars are not visible for some parameters due to the low values.  
Body temperature values include frogs both within and outside of 
crevices at night (see text). Sunrise times were about 0601 (dry 
season) and 0614 (wet season); sunset times were about 1821 (dry 
season) and 1755 (wet season).
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recorded of the frogs within the crevices was 27.4° C.  
The difference between the maximum values of air 
temperature and crevice temperature was much more 
pronounced in the peak dry season (9.3° C) compared 
to the difference in the wet season (0.6° C).  During 
the night air temperature was similar between the two 
seasons (about 22° C), whereas relative humidity was 
much lower during the dry season (about 60–70%) than 
during the wet season (about 95%; Fig. 4).

Occupancy of crevices.—Nannophrys marmorata 
occupied significantly smaller crevices during the dry 
season (mean internal height 10.2 ± 1.1 mm, n = 35) 
than during the wet season (17.9 ± 1.6 mm, n = 35; F1,18 
= 16.10, P < 0.010).  Nannophrys marmorata, Skipper 
Frog, and the crab each showed considerable differences 
in the frequency of crevice use between the seasons, but 
these differences were not significant for any of the 
species (Χ2 = 1.04, 2.28, and 2.25, respectively; all df 
= 1, all P > 0.05).  In the sample of 35 rock crevices 
observed in each season, N. marmorata used 46% of the 
crevices in the wet season versus 26% in the dry season.  
The Skipper Frog used fewer than 5% of the crevices in 
the wet season and 17% in the dry season.  The crabs 
did not use any crevices in the wet season, whereas they 
used 11% of them in the dry season.  

 
Emergence from rock crevices and foraging 

activity.—The activity of N. marmorata frogs outside 
of rock crevices was dramatically less during the dry 
season (98 frog-hours) than during the wet season 
(1,615 frog-hours; data derived from Fig. 5).  During the 
peak dry month, the maximum number of frogs foraging 
on the exposed rock surfaces at night at one time was 24, 
whereas it was 212 in the peak wet month (see Fig. 5).  
Moreover, the period of time when any frog was outside 
of crevices was much shorter during the dry month (6 

h, from about 2200–0400) than during the wet month 
(16 h, from about 1600–0800; Fig. 5).  In both seasons 
the number of frogs outside of crevices peaked in the 
middle of the night (i.e., 2300–0100).

diSCUSSion

In conditions of extreme tropical seasonality, as 
occurring on the northeastern slopes of the Knuckles 
Mountain Range, the resident organisms must have 
mechanisms to deal with these conditions.  Amphibians, 
being ectothermic and having a wet permeable skin, 
have limited resistance to evaporative water loss and 
extreme changes in humidity, temperature, and wind 
velocity (Keen 1984; Costa et al. 2013).  Our study 
shows that large fluctuations occur in the dry season 
for two critical environmental variables, ambient air 
temperature and relative humidity, both of which can 
strongly influence body temperature of frogs (Buttemer 
and Thomas 2003; Navas et al. 2008; Köhler et al. 2011).  
During the peak dry season, air temperature reached 
39° C and relative humidity dropped to 27%.  At the 
same time, crevice temperature remained well below 
air temperature, and the frogs within the rock crevices 
maintained their body temperature nearly 12° C below 
air temperature.  We conclude that the frogs are able 
to withstand the extremely hot and dry environmental 
conditions during the dry season by taking refuge in 
the rock crevices where conditions allow them to keep 
their body temperature at a moderate level and well 
below the air temperature.  Behavioral changes in the 
selection of microhabitat use have been previously 
recorded in amphibians both in response to changes in 
environmental temperature (Meek and Jolley 2006) and 
relative humidity (Pough et al. 1983), thus controlling 
excessive rises in body temperature and desiccation, 
respectively.   

We also observed that the frogs, which primarily 
forage at night, nevertheless remained for a long time 
within the crevices in the dry season in comparison 
to the wet season.  The reduced time spent outside 
the crevices at night in the dry season would result 
in limited foraging activity.  Both the lack of rainfall 
and low relative humidity have been shown to have a 
strong negative impact on the breeding and activity of 
frogs (Hall and Root 1930; Gascon 1991; Kӧhler et al. 
2011; da Silva et al. 2012).  Thus, we suggest that N. 
marmorata spends limited time foraging outside the 
crevices in the dry season because the environmental 
conditions are particularly severe during this season.

We also recorded N. marmorata occupying smaller 
crevices in the dry season than those used in the wet 
season.  Previous studies have shown that, under extreme 
conditions in the tropics, burrows and other shelters 
provide protection against water loss in amphibians 
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figUrE 5. Mean number of Kirtisinghe’s Rock Frogs (Nannophrys 
marmorata) foraging on rock surfaces as a function of time of day 
over a 4-d period during the peak wet (black dots) and peak dry 
(white dots) seasons in Pitawala Pathana, Sri Lanka.  Values are 
means (+ one standard error, vertical bars) in each season (n = 4 
days per season).  Standard error bars are not visible for the dry 
season due to low values.  Sunrise and sunset times are provided 
in Fig. 4. 



 266   

Senanayake et al.—Combating extreme tropical seasonality.

(Schwarzkopf and Alford 1996; Andrade and Abe 1997; 
Seebacher and Alford 2002).  It has also been shown 
that the type of refuge a frog selects could be related 
to physiological constraints relating to regulation of 
body temperature and desiccation (Tracy et al. 2008).  
The smaller crevices used by N. marmorata in the dry 
season, as observed in our study, would be less exposed 
to air circulation than the larger crevices used in the wet 
season, and hence would be less influenced by external 
environmental conditions.  Therefore, it is possible 
that the selection of smaller crevices may be linked to 
reducing desiccation and maintaining body temperature 
at a moderate level in the dry season. 

Previous studies have also shown that, in addition 
to physiological constraints, the selection of refuges 
by amphibians may be influenced by the presence of 
competitors and predators (e.g., Kronfeld-Schor and 
Dayan 2003; Affonso and Signorelli 2011; Pyke et al. 
2013).  Our study suggests that N. marmorata may be 
similarly affected.  During our study we observed that 
in the dry season the typically aquatic freshwater crab 
and Skipper Frog also take refuge in rock crevices.  This 
observation presents another plausible explanation for 
the use of smaller crevices by N. marmorata in the dry 
season compared to those it uses in the wet season.  In 
the dry season, when other species also take refuge in the 
rock crevices to avoid extreme conditions, the relatively 
flat-bodied N. marmorata may be better adapted to 
occupy smaller crevices with reduced entrance height 
than the other two species, and thus preferentially uses 
the smaller crevices to reduce threats of predation or 
competition.  

In the present study we demonstrate that N. 
marmorata, by taking refuge in rock crevices over an 
extended period daily in the dry season compared to 
the wet season, is sheltered from extreme temperatures 
and desiccating winds prevailing in the dry season.  
The preferential use we found of smaller rock crevices 
during the dry season compared to those used in the 
wet season possibly gives the frog added protection 
against the prevailing adverse environmental conditions 
while also enabling them to avoid competition from 
other predator/competitor species that use the rock 
crevices during this time.  We conclude that the present 
study reveals that the use of rock crevices allows the 
Critically Endangered N. marmorata to overcome 
adverse environmental conditions related to the extreme 
seasonality of its natural habitat.  This ability, however, 
may be affected by global climate change.  The predicted 
changes in climate include a significant increase in mean 
annual temperatures, reduction in annual rainfall, and 
the extension of drought periods in Sri Lanka (de Costa 
2008).  Such effects may have a profound impact on 
tropical, restricted-range species such as N. marmorata 
that now inhabit extreme seasonal environments.

Acknowledgments.—We thank the Forest Depart-
ment (Ref. No R&E/RES/NFSRCM/2016–03) and 
the Department of Wildlife Conservation (Ref. No. 
WL/3/2/25/16) for granting permission to carry out this 
research project, and the Institute of Biology Sri Lanka 
for granting ethical clearance (Ref. No. ERC IOBSL142 
03 16).  We acknowledge the financial assistance pro-
vided by the University of Colombo.  We also thank 
Dinith Pathirage, Praneeth Ratnayake, Chirathi Wijeku-
lathilake, and Sanjaya Weerakkody for assisting us in 
conducting the intensive field work.

litEratUrE CitEd

Affonso, I., and L. Signorelli. 2011. Predation on frogs 
by the introduced crab Dilocarcinus pagei Stimpson, 
1861 (Decapoda, Trichodactylidae) on a neotropical 
flood plain. Crustaceana 84:1653–1657. 

Andrade, D.V., and A.S. Abe. 1997. Evaporative water 
loss and oxygen uptake in two casque-headed tree 
frogs, Aparasphenodon brunoi and Corythomantis 
greeningi (Anura, Hylidae). Comparative 
Biochemistry and Physiology Part A: Physiology 
118:685–689.

Buttemer, W.A., and C. Thomas. 2003. Influence of 
temperature on evaporative water loss and cutaneous 
resistance to water vapour diffusion in the Orange-
thighed Frog (Litoria xanthomera). Australian 
Journal of Zoology 51:111–118.

Costa, D.P., D.S. Houser, and D.E. Crocker. 
2013. Fundamentals of Water Relations and 
Thermoregulation in Animals. John Wiley & Sons, 
Ltd, Chichester, UK. Wiley Online Library. DOI: 
10.1002/9780470015902.a0003216.pub2. 

da Silva, F.R., M. Almeida-Neto, V.H.M. do Prado, 
C.F.B. Haddad, and D. Rossa-Feres. 2012.  Humidity 
levels drive reproductive modes and phylogenetic 
diversity of amphibians in the Brazilian Atlantic 
Forest. Journal of Biogeography 39:1720–1732. 

de Costa, W. 2008. Climate change in Sri Lanka: myth 
or reality? Evidence from long-term meteorological 
data. Journal of the National Science Foundation of 
Sri Lanka 36:63–88. 

de Rosayro, R.A. 1958. The climate and vegetation of 
the Knuckles Region of Ceylon. The Ceylon Forester 
3:201–255.

Gascon, C. 1991. Breeding of Leptodactylus knudseni: 
responses to rainfall variation. Copeia 1991:248–
252.

Giragama, W.M.B.G., and S.N. Wickramaratne. 2005. 
Climate and cloud study in the Knuckles Massif. 
Lyriocephalus 6:215–231.

Government of Sri Lanka. 2000. Declaration of Knuckles 
Conservation Forest. Gazette Extraordinary of 



 267   

Herpetological Conservation and Biology

the Democratic Socialist Republic of Sri Lanka 
2000.05.05.

Hall, F.G., and R.W Root. 1930. The influence of 
humidity on the body temperature of certain 
poikilotherms. Biological Bulletin 58:52–58.

International Union for Conservation of Nature (IUCN). 
2018. Nannophrys marmorata. The International 
Union for Conservation of Nature Red List of 
Threatened Species. www.iucnredlist.org.

Keen, W.H. 1984. Influence of moisture on the activity 
of a Plethodontid salamander. Copeia 1984:684–688.

Köhler, A., J. Sadowska, J. Olszewska, P. Trzeciak, 
O. Berger-Tal, and C.R. Tracy. 2011. Staying 
warm or moist? Operative temperature and thermal 
preferences of Common Frog (Rana temporaria) 
and effects on locomotion. Herpetological Journal 
21:17–26.

Kronfeld-Schor, N., and T. Dayan. 2003. Partitioning 
of time as an ecological resource. Annual Review of 
Ecology, Evolution, and Systematics 34:153–181.

Lu, T., and C. Chen. 2007. Uncertainty evaluation 
of humidity sensors calibrated by saturated salt 
solutions. Measurement 40:591–599. 

Manamendra-Arachchi, K., and R. Pethiyagoda. 2006. 
Amphibians of Sri Lanka. WHT Publications (Pvt) 
Ltd., Colombo, Sri Lanka.

Manamendra-Arachchi, K., A. de Silva, and R. 
Pethiyagoda. 2008. Nannophrys marmorata. The 
International Union for Conservation of Nature Red 
List of Threatened Species. www.iucnredlist.org.

Meek, R., and E. Jolley. 2006. Body temperatures of 
the Common toad, Bufo bufo, in the Vendee, France. 
Herpetological Bulletin 95:21–24.  

Navas, C.A., F. Gomes, and J.E. Carvalho. 2008. 
Thermal relationships and exercise physiology in 

anuran amphibians: integration and evolutionary 
implications. Comparative Biochemistry and 
Physiology Part A 151:344–362.

Pough, F.H., T.L. Taigen, M.M. Stewart, and P.F. 
Brussard. 1983. Behavioral modification of 
evaporative water Loss by a Puerto Rican frog.  
Ecology 64:244–252.

Pyke, G.H., S.T. Ahyong, A. Fuessel, and S. Callaghan. 
2013. Marine crabs eating freshwater frogs: Why 
are such observations so rare?  Herpetology Notes 
6:195–199.

Schwarzkopf, L., and R.A. Alford. 1996. Desiccation 
and shelter-site use in a tropical amphibian: 
comparing toads with physical models. Functional 
Ecology 10:193–200.

Seebacher, F., and R.A. Alford. 2002. Shelter 
microhabitats determine body temperature and 
dehydration rates of a terrestrial amphibian (Bufo 
marinus). Journal of Herpetology 36:69–75. 

Tracy, C.R., K.A. Christian, G. Betts, and R. Tracy. 
2008. Body temperature and resistance to evaporative 
water loss in tropical Australian frogs. Comparative 
Biochemistry and Physiology Part A 150:102–108. 

Titon, B., Jr., and F.R. Gomes. 2015. Relation between 
water balance and climatic variables associated with 
the geographical distribution of anurans. PLoS ONE 
10(10): e0140761. https://doi.org/10.1371/journal.
pone.0140761.

Wikelski, M., M. Hau, and J.C. Wingfield. 2000. 
Seasonality of reproduction in a neotropical rain 
forest bird. Ecology 81:2458–2472.

Wright, S.J., and F.H. Cornejo. 1990. Seasonal drought 
and leaf fall in a tropical forest. Ecology 71:1165–
1175.



 268   

Senanayake et al.—Combating extreme tropical seasonality.

Uvini i. SEnanayakE is a Biologist with a B.Sc. (Honors) in Zoology from the University of 
Colombo, Sri Lanka.  She conducted the field work in the investigation on the frog Nannophrys 
marmorata under the direction of Professors Mayuri Wijesinghe and Devaka Weerakoon.  She is 
currently working as an intern in Environmental Foundation (Guarantee) Limited, Kirillapone, Sri 
Lanka.  She is also actively engaged in raising awareness on the need to take special measures to 
protect the habitat of N. marmorata.  (Photographed by Dinith Pathirage).

Sahan Siriwardana is a Biologist with a B.Sc. (Honors) degree in Zoology from the University 
of Colombo, Sri Lanka.  He has conducted a research project on developing an acoustic repellent 
for fruit bats in Sri Lanka, in collaboration with Department of Physics, University of Colombo.  
He assisted in conducting the field work in the investigation on the frog Nannophrys marmorata, 
particularly in the building, setting up, and use of the data recording instruments.  He is currently 
working as a Research Assistant at the Department of Zoology and Environment Sciences, 
University of Colombo.  (Photographed by Uvini I. Senanayake).
 

dEvaka k. wEErakoon is a Professor of Zoology at the University of Colombo, Sri Lanka. 
He holds a Ph.D. from the University of Illinois, Urbana-Champaign, USA.  He is an active 
Conservation Biologist.  His main research focus is on finding solutions to ensure long term 
conservation of the Asian Elephant (Elephas maximus maximus).  He is also the Technical Advisor 
to the Ministry of Environment of Sri Lanka on the assessment of the conservation status of the 
fauna of Sri Lanka.  He collaborated with Professor Mayuri Wijesinghe in conducting the research 
on Nannophrys marmorata and preparing the manuscript.  (Photographed by Sanjeeva Lelwala).
 

mayUri r. wijESinghE is a Professor of Zoology in the University of Colombo, Sri Lanka.  She 
obtained a Ph.D. from the University of Cambridge, UK, investigating the effects of habitat loss 
on, and vulnerability of, endemic species in Sri Lanka’s rainforest, a biodiversity hotspot.  Besides 
her research work in conservation biology, she has also investigated the effects of agrochemicals 
on fish and amphibians.  Her research interest in conserving endangered species led her to the 
investigation on Nannophrys marmorata.  In collaboration with Professor Weerakoon, she directed 
and supervised the work and wrote the paper for publication.  (Photographed by Tehan Perera).


