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INTRODUCTION

Phenotypic plasticity is an important mechanism
by which organisms alter their morphology, life his-
tory or behaviour in response to fluctuations in the
prevailing environmental conditions (Pigliucci 2001,
DeWitt & Scheiner 2004). Given the effects that an -

thro pogenic activities are now having on environ-
mental conditions in many ecosystems, those organ-
isms that are more able to exhibit plastic responses
may be more likely to adjust to, cope with and even-
tually adapt to broad scale disturbances, such as cli-
mate change (Pigliucci et al. 2006, Charmantier et al.
2008). Hence, there is a pressing need for studies that

© Inter-Research 2013 · www.int-res.com*Email: sedercor.melatunan@plymouth.ac.uk

Effects of ocean acidification and elevated 
temperature on shell plasticity and its energetic

basis in an intertidal gastropod

Sedercor Melatunan1,4,*, Piero Calosi1, Simon D. Rundle1, Stephen Widdicombe3, 
A. John Moody2

1Marine Biology and Ecology Research Centre and 2Ecotoxicology Research and Innovation Centre University of Plymouth, 
Drake Circus, Plymouth PL4 8AA, UK

3Plymouth Marine Laboratory, Prospect Place, Plymouth PL1 3DH, UK
4Faculty of Fisheries and Marine Science, University of Pattimura, Poka Ambon 97123, Indonesia

ABSTRACT: Phenotypic plasticity is a mechanism by which organisms can alter their morphology,
life history or behaviour in response to environmental change. Here, we investigate shell plasticity
in the intertidal gastropod Littorina littorea in response to the ocean acidification and elevated
temperature values predicted for 2100, focusing on shell traits known to relate to protection from
predators (size, shape and thickness) and resistance to desiccation (aperture shape). We also
measured and desiccation rates (measured as percentage water loss). Ocean acidification was
simulated by bubbling carbon dioxide into closed-circuit tanks at concentrations of 380 and
1000 ppm, giving respective pH levels of 8.0 and 7.7; temperatures were set at 15 or 20°C. Both
low pH and elevated temperature disrupted the overall investment in shell material; snails in acid-
ified seawater and elevated temperature in isolation or in combination had lower shell growth
rates than control individuals. The percentage increase in shell length was also lower for individ-
uals kept under combined acidified seawater and elevated temperature, and the percentage of
shell thickness increase at the growing edge was lower under acidified and combined conditions.
Shells were also more globular (i.e. had lower aspect ratios) under elevated temperature and
lower pH. Desiccation rates were lower at low pH and high temperature. Counter to predictions,
water loss did not relate to shell biometric measures but was negatively correlated with adeno-
sine triphosphate (ATP) concentrations. Finally, ATP concentration was positively correlated with
shell thickening and weight, confirming the idea that negative effects of exposure to elevated
pCO2/low pH and elevated temperature on shell morphology may occur (at least in part) through
metabolic disruption.

KEY WORDS:  Climate change · Ocean acidification · Phenotypic plasticity · Morphology ·
Growth · Shell thickness · Aspect ratio · Water loss · Littorina littorea

Resale or republication not permitted without written consent of the publisher



Mar Ecol Prog Ser 472: 155–168, 2013

explicitly examine the extent to which species can
exhibit plastic responses to predicted levels of envi-
ronmental change (e.g. see Irie 2006, Terblanche et
al. 2006) as well as the potential costs of such plasti-
city (DeWitt et al. 1998, Auld et al. 2010).

Marine intertidal habitats are highly hetero geneous
and have been shown to contain numerous species
that exhibit plasticity in their responses, for example,
in response to variation in wave action (e.g. Trussell
1997, Gaylord 2000, Trussell & Etter 2001), tempera-
ture (e.g. Kenny 1983, Irie 2006) and pre dation pres-
sure (e.g. Boulding & Van Alstyne 1993, Cotton et
al. 2004). At the same time, as a result of increased
atmospheric carbon dioxide (CO2) levels, marine
environments are predicted to experience additional
environmental change with a shift toward lower pH
and [CO3

2−] (due to an increase in aqueous [CO2])
and increased temperatures (Caldeira & Wickett
2003, Sokolov et al. 2009). These conditions are pre-
dicted to cause severe alterations to marine organ-
isms’ physiology, development and behaviour (e.g.
Bibby et al. 2007, Munday et al. 2009, Todgham &
Hofmann 2009), culminating in changes to commu-
nity structure and ecosystem function (e.g. Fabry et
al. 2008, Hall-Spencer et al. 2008, Wootton et al.
2008, Widdicombe et al. 2009, Hale et al. 2011, Chris-
ten et al. 2012). Given the potential for many inter-
tidal organisms to exhibit plastic res ponses (Chelazzi
& Vannini 1987, Trussell & Etter 2001), it might be
predicted that they will be better able to respond to
these environmental drivers. At the same time, this
propensity for plasticity makes intertidal taxa ideal
models for studying such plastic responses and asso-
ciated trade-offs.

Current evidence suggests that calcifying organ-
isms (e.g. molluscs, echinoderms and corals) are
likely to be among the most susceptible to changes in
seawater carbonate chemistry. Both biomineraliza-
tion and CaCO3 dissolution can be affected nega-
tively by reduced pH and saturation state of CaCO3

(e.g. Kleypas et al. 1999, 2006, Ries et al. 2009, Nien-
huis et al. 2010, Findlay et al. 2011). At the same time,
temperature increases may also lead to the disrup-
tion of calcification in marine ectotherms (e.g. Irie
2006). In fact, given that elevated temperature and
reduced seawater pH are both induced by elevated
atmospheric CO2 levels, marine organisms will be
exposed simultaneously to these 2 global climate
drivers. Consequently, the true impacts of elevated
partial pressures of CO2 (pCO2) or elevated temper-
ature in isolation on the functions of marine calcifiers
are likely to be greater than previously thought (e.g.
Feng et al. 2009), with both factors likely to cause

changes to the form and mechanical properties of
shells (Gaylord et al. 2011, Dickinson et al. 2012).

Given the importance of shells for protection from
predation, wave exposure, overheating and desicca-
tion, any such disruption may have major conse-
quences for marine calcifiers. Yet it is unlikely that
effects on calcification will occur in isolation. Ele-
vated pCO2 has also been shown to impact the phys-
iological and homeostatic function of marine calci-
fiers, for example, by causing metabolic depression
(Pörtner et al. 1998, Lannig et al. 2010, Melatunan et
al. 2011, Dickinson et al. 2012, but see for example
Wood et al. 2008, Gutowska et al. 2010), acid-base
disruption (Barry et al. 2003, Spicer et al. 2007,
Stumpp et al. 2012, but see also Small et al. 2010,
Donohue et al. 2012) and reduced levels of adenosine
triphosphate (ATP) (Lannig et al. 2010, Melatunan et
al. 2011, but see Beniash et al. 2010, Dickinson et al.
2012). Therefore, it is highly likely that with any plas-
tic responses in shell morphology, there will be asso-
ciated trade-offs caused by the reallocation of energy
away from vital biological processes, such as growth
(e.g. Lischka et al. 2011), reproduction (e.g. Pistevos
et al. 2011) and development (e.g. Dupont et al.
2008). More specifically, in order to maintain calcifi-
cation rates under ocean acidification conditions,
 calcifiers may require higher energy levels for the
deposition of CaCO3 (Bak 1983, Palmer 1983, 1992,
Geller 1990, Day et al. 2000, Wood et al. 2008, 2010,
Findlay et al. 2010a, 2011).

Here, we investigate the extent to which shells of
the intertidal gastropod Littorina littorea are affected
by elevated-pCO2-induced acidified seawater, ele-
vated temperature and these factors in combination.
In particular, we focus on shell traits that relate to the
ecology of this species in terms of protection from
predators (mass, shell size and shape as well as thick-
ness) and desiccation (shell aperture size and shape).
Finally, for the first time, we formally test if energy
limitations (i.e. ATP levels) previously reported for
this species when exposed to elevated temperature
and pCO2 (Melatunan et al. 2011) are associated
with plasticity in shell morphology (as predicted by
Pörtner 2008 and Findlay et al. 2009, 2011).

MATERIALS AND METHODS

Experimental design

We used a multi-factorial nested design to assess
the potential influence of altered seawater pH and
temperature on snail growth, shell biometrics and
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snail water loss. Two pHNBS levels were selected,
based on current (8.0) and predicted values for the
year 2100 (7.7) corresponding to global ocean pCO2

values of 380 and 1000 μatm, respectively (Caldeira
& Wickett 2003). Two water temperature levels were
used: 15 ± 0.1°C (mean ±1 standard error [SE]),
which corresponded to the mean monthly sea surface
temperature at the collection site (Joyce 2006), and
20 ± 0.1°C, which assumes an increase of +5°C in line
with predicted warming trends for mean sea-surface
temperatures (Sokolov et al. 2009). Local seawater
temperature at the time of sample collection was
14°C (determined using a YSI 85 handheld multi -
meter).

Animal collection and preparation

Littorina littorea individuals (shell width: 13 to
15 mm) were collected in May 2009 from the rocky
intertidal shore at Hannafore Point, Looe Bay in
Cornwall (50° 20’ 36.87’’ N, 4° 27’ 16.83’’ W). Individu-
als were returned to the laboratory within 2 h. Before
being introduced into the experimental set-up, snails
were acclimated in 2 large plastic aquaria (capacity
56 l, 130 individuals in each aquarium) for 10 d in
aerated seawater (e.g. Sokolova & Pörtner 2001,
2003, Calosi et al. 2008, 2010, Melatunan et al. 2011)
at 15°C and salinity 33, measured using a handheld
multi-meter and pH probe (Mettler Toledo S47 Sev-
enMulti™ dual meter/pH conductivity). Individuals
were fed ad libitum on Ulva lactuca and Fucus serra-
tus every second day during the acclimation period.

Mesocosm setup

Four CO2/air-equilibration mesocosms (one per
treatment) were set up in a controlled-temperature
room maintained at 15°C (12 h light and 12 h dark) as
modified versions of the equilibration flow-through
systems used by Widdicombe & Needham (2007).
Briefly, mixed gas of CO2-air was passed through the
water in header tank and pumped via gravity to the
experimental unit. Tanks were filled with fresh sea-
water (14°C, salinity 34, pH 8.04, dissolved inorganic
carbon [DIC] 1600 μmol kg−1 and total alkalinity [TA]
1730 μequiv kg−1). Seawater pH was monitored
throughout the experiment using a pH controller
(Aqua Digital PH-201, Reef Dreams). Excess sea -
water from the experimental unit was left flowing via
gravity into a common sump (50 cm length, 45 cm
width and 35 cm height), where seawater was

degasified via vigorous air bubbling with an air
pump. A submersible pump (EP68, Hengtong Aquar-
ium) then circulated the sump seawater back to the
header tanks at controlled pH, which triggered the
injection of new CO2 via the CO2 controller (CO2

solenoid, Peter Paul Electronic) until the required pH
was reached. A submersible pump in the header
tanks allowed for rapid homogenisation of the
physico-chemical parameters of the seawater. In
addition, 50% of the seawater in the experimental
system was changed weekly, and a small quantity of
distilled water was added, as needed, to avoid salin-
ity fluctuations and ammonia build-up. Experimental
units were maintained at one of 2 water temperature
levels (15 and 20°C) using automatic submersible
water heaters (100 W Submersible Aquarium Fish
Tank Heater, Reef Dreams).

Four aquaria (23 cm length, 15 cm width and 15
cm height) with 48 holes (∅ 10 mm; 9 and 15 holes
in each short and long side, respectively) were
placed in each experimental unit (65 cm length,
38 cm width and 15 cm height). Sixteen plastic
pots (20 ml, ∅ 3 mm and 5 cm height), each con-
taining an individual snail, were submerged in
each aquarium for the 30 d exposure period. The
holes in each aquarium and pot (∅ 3 mm) ensured
seawater circulation within each system. Hence, a
total of 256 individuals were used in the experi-
ment. The position of each aquarium within each
tank was moved, at random, each week during the
ex perimental period to help avoid the negative
effect of pseudo-replication (Morrison & Morris
2000). However, the choice of having a single
header tank per treatment was also partly dictated
by the desire to increase the accuracy in  producing
large volumes of seawater of the required pH
levels (see Hurlbert 1984).

Water physico-chemistry

Physico-chemical parameters within the mesocosm
unit were measured daily during the experimental
period of 30 d. Oxygen concentration (O2), salinity
and temperature (°C) were measured using a hand-
held multi-meter (YSI 85), pHNBS was measured
with a pH microprobe (Seven Easy, Mettler-Toledo)
attached to a calibrated pH meter (S47 SevenMulti™,
Mettler-Toledo), and DIC was measured with a total
CO2 analyser (965D, CIBA Corning Diagnostic). TA,
pCO2, bicarbonate and carbonate ion concentration
([HCO3

−] and [CO3
2−]) and calcite and aragonite sat-

uration states (Ωcal and Ωara) were calculated at the
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end of the experiment (Table 1) using CO2SYS (Pier-
rot & Wallace 2006).

Biometric measurements

We measured shell morphological parameters
known to relate to susceptibility to predation and
water loss, i.e. shell length and width, aperture
length and width, shell thickness of the inner lip of
the shell (i.e. the point alongside the columellar axis
in the posterior aperture of the shell, referred to here-
after as thickness-1) and of the outer lip (i.e. the
growing tip along the anterior portion of the shell,
hereafter thickness-2) as well as the total weight of
the intact individual (Cotton et al. 2004) (Appen-
dix 1). These parameters were also used to calculate
measures related to shell shape, including aspect
ratio (shell length:shell width) and aperture ratio
(shell aperture length:shell aperture width). Values
for these measures were calculated for each individ-
ual as the proportional difference between values at
the start and end of the exposure period.

All measurements were carried out on images col-
lected with a digital camera (Coolpix 4500, Nikon
UK) mounted on a light microscope (SDZ-IR-P,
Kyoma Optical). Each image was measured using the
UTHSCSA Image tool program for Windows 2003
calibrated using a micrometer (1.000 ± 0.001 mm).

Water loss

Percentage water loss (WL) was measured in a sub-
set of 6 snails from each replicate aquarium (total n =
96 individuals) using Eq. (1) (Sokolova & Pörtner
2001):

(1)

where Win, Wexp and Wdry are the initial wet weight,
weight after the exposure period and final dry weight
of a snail (mg) respectively. Briefly, Win and Wexp

were determined with a digital scale (PF-203, Fisher
Scientific) before and after exposure in air to 30°C for
6 h on an aluminium tray in a programmable oven
(Sokolova & Pörtner 2001). After exposure, snails
were returned to their individual pots in the original
experimental tanks to acclimate for 2 h and then
were dried at constant temperature of 100°C for 24 h
to determine Wdry. Because the snails never surfaced,
they did not experience any form of desiccation prior
to the experimental trials.
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Statistical analyses

The effects of elevated pCO2, temperature and their
interaction on total wet weight, biometric shell char-
acteristics (shell length and aspect ratio, aperture
length, width and aperture ratio and shell thick-
nesses-1 and -2) and water loss were analysed using a
2-way analysis of covariance (ANCOVA), with aquar-
ium as a random factor nested (Bennington & Thayne
1994) within pCO2 × Temperature. In addition, for
shell parameters, the value at the beginning of the in-
cubation of the metric under the present study was
employed as a covariate to control for potential differ-
ence in the plastic responses of a specific trait (e.g. ini-
tial shell length for % change in shell length; Appen-
dix 2). The factor ‘Aquaria’ had a significant effect on
most parameters measured in the present study (mini-
mum F1,255 = 1.937, p = 0.031), with the exception of
percentage change in shell aspect, aperture length
and water loss (maximum F1,96 = 0.921, p = 0.535).
However, in those cases where the factor Aquaria was
significant, removing this factor did not change the
patterns of significance of the main factors, and thus,
the aquaria effect is considered marginal. When
found not significant, the term Aquaria was removed
from the analysis. Most data met the assumption for
normality as untransformed data or following log10

transformation (maximum Z256 = 1.306, p = 0.066),
with the exception of percentage change in shell
length, aperture length and aperture ratio, for which
no transformation was beneficial (minimum Z256 =
1.476, p = 0.026). Variances were homogeneous for
percentage changes of aspect ratio and water loss
(maximum F15,240 = 1.420, p = 0.158) but not for the
other variables (minimum F15,240 = 1.758, p = 0.041).
Because our experimental design included 4 treat-
ments with a minimum of 16 re plicates per treatment
per measurement, we assumed that the ANOVA de-
sign employed should be tolerant to deviation from
the assumptions of normality and heteroscedasticity
(Sokal & Rohlf 1995). Pairwise comparisons were con-
ducted using the 95% confidence interval test calcu-
lated for estimated marginal means. Finally, we tested
for a relationship between the water loss and shell
aperture ratio and log10 [ATP] (snail foot muscle) as
well as between the percentage change in shell
 metrics and log10 [ATP] using Pearson’s correlation.
Data for log10 [ATP] of Littorina littorea individuals
under elevated temperature and pCO2 were taken
from Melatunan et al. (2011) as [ATP] has been al-
ready used as proxy for the energy status of peri -
winkle snails (see Sokolova & Pörtner 2001, 2003). All
analyses were conducted using SPSS 17.

RESULTS

Shell weight, size and shape

Snails exposed to lower pH and elevated tempera-
ture exhibited significantly lower increases in weight
than those under current levels. Snails in low pH and
elevated temperature showed respective increases in
weight of 1.6% and 1.4% compared with 6.4% in
current conditions; those exposed to both factors in
combinations exhibited a decrease in weight of 1.8%
(Fig. 1a, Appendix 3). The percentage change in
shell length was also lower under elevated tempera-
ture (5.8%) and both factors in combination (4.4%),
but not in acidified seawater (8.4%), compared with
those kept in current conditions (10.3%) (Fig. 1b,
Appendix 3). In addition, the percentage change in
aspect ratio was lower under elevated temperature
(−2.4%), elevated pCO2 (−2.51%) and both factors
combined (−3.31 ± 0.01%) compare with current con-
ditions (3.1%) (Fig. 1c, Appendix 3).

Shell thickness

Both measures of shell thickness decreased under
conditions of elevated temperature under normal pH
conditions but increased with temperature under
acidified conditions (Fig. 1d,e), giving a significant
interaction between pCO2 and temperature (Table 2).
Mean percentage change in shell thickness-1 (inner
lip) was significantly higher under current tempera-
ture conditions (39%), lower under acidified condi-
tions (8.1%) and intermediate for the other 2 treat-
ments (range between 21.5 and 23.5%) (Fig. 1d,
Appendix 3). Mean percentage change in shell thick-
ness-2 (outer lip) differed significantly between all
treatments and was highest and positive under cur-
rent (55.2%) and elevated temperature (15.0%) con-
ditions and lowest and negative under acidified
(−27.1%) and combined (−14.7 ± <0.1%) conditions
(Fig. 1e, Appendix 3).

Shell aperture size and shape

Mean percentage aperture length increase was sig -
nificantly affected by elevated temperature (11.6%
increase) and by pCO2 and elevated temperature in
combination (11.3%) (Fig. 1f, Table 2); these 2 treat-
ments were comparable. The lowest value for mean
percentage change in aperture length was recorded
under acidified conditions (2.0%), whilst control con-
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ditions were intermediate (8.1%) and significantly
different from all other treatments (Fig. 1f, Appen-
dix 3). Mean percentage increase in aperture width
and mean percentage changes in aperture shape
(i.e. aperture ratio) were not significantly affected by
pCO2 or temperature (see Table 2, Appendix 3).

Water loss

Mean percentage water loss increased progres-
sively from current conditions (19.5%) through those
of elevated temperature and low pH to both factors in
combination (38.3%) (Fig. 2, Appendix 3), although
this trend was due to primary effects of pH and tem-
perature rather than a significant interaction be -
tween these factors. A positive non-significant rela-

tionship between percentage water loss and mean
percentage change in aperture ratio was found (R2 =
0.03, df = 95, p = 0.09).

Energy levels and shell plastic responses 
and water loss

There were significant positive relationships be -
tween log10 [ATP] and percentage change in shell
weight (Fig. 3a; R2 = 0.355, df = 63, p < 0.0001) and
thickness-2 (R2 = 0.224, df = 63, p < 0.0001; Fig. 3b).
In contrast, there was a significant negative relation-
ship between water loss and log10 [ATP] (Fig. 3c; R2 =
0.230, df = 63, p < 0.0001). No other significant rela-
tionships between log10 [ATP] and shell changes (%)
were found (p > 0.05).
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Fig. 1. Response (% change) of Littorina littorea shell traits to 30 d exposure to different combinations of pCO2 and tempera-
ture: (a) shell wet weight, (b) shell length, (c) aspect ratio, (d) shell thickness-1, (e) shell thickness-2, (f) aperture length of
snails exposed at different temperatures under elevated and current pCO2 levels. Histograms represent means (±1 SE) for the
4 treatments: current temperature and pCO2 (control), elevated temperature, elevated pCO2 and  elevated pCO2 and temper-
ature combined. Significantly different means (p ≤ 0.05) are indicated by different capital letters (A, B, C and D), according to 

estimated marginal means (EMM) tests with Bonferroni correction
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DISCUSSION

A complex pattern of responses following exposure
to ocean acidification and global warming appears to
be emerging across phylogenetically diverse taxa

(e.g. Martin et al. 2008, Ries et al. 2009, Rodolfo-
 Metalpa et al. 2009, Cigliano et al. 2010, Hale et al.
2011). Here, we show that plastic responses under
predicted climate change scenarios can also be com-
plex within a species. Shell morphometric traits in
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Trait Source df MS F p

Shell wet weight (% change) pCO2 1 893.4 26.2 <0.0001
Temperature 1 1531.4 46.4 <0.0001
Interaction 1 84.8 2.5 0.141
Aquaria 12 34.2 3.7 <0.0001
Initial wet weight (cov) 1 886.6 96.3 <0.0001

Shell length (% change) pCO2 1 176 5.6 0.036
Temperature 1 868.7 27.4 <0.0001
Interaction 1 65 2.1 0.178
Aquaria 12 31.7 2.7 0.002
Initial shell length (cov) 1 1374.6 118 <0.0001

Shell width (% change) pCO2 1 34.7 0.8 0.396
Temperature 1 138.3 3.2 0.097
Interaction 1 1.5 0.04 0.852
Aquaria 12 44.4 2.7 0.002
Initial shell width (cov) 1 824.2 50.5 <0.0001

Shell aspect (% change) pCO2 1 237.7 8.8 0.012
Temperature 1 116.4 4.3 0.059
Interaction 1 0.8 0.03 0.865
Aquaria 12 27.3 2.1 0.016
Initial aspect ratio (cov) 1 5264.3 409.3 <0.0001

Shell thickness-1 (% change) pCO2 1 3823.6 31.3 <0.0001
Temperature 1 60.3 0.5 0.483
Interaction 1 1643.3 13.5 <0.0001
Initial shell thick-1 (cov) 1 27788.7 227.7 <0.0001

Shell thickness-2 (% change) pCO2 1 15413 12.6 0.003
Temperature 1 1995.8 1 0.329
Interaction 1 4914.4 2.7 0.123
Aquaria 12 1962 5.6 <0.0001
Initial shell thick-2 (cov) 1 50019.1 142.7 <0.0001

Aperture length (% change) pCO2 1 296.4 8.2 0.014
Temperature 1 409.8 12.1 0.004
Interaction 1 191.2 5.3 0.041
Aquaria 12 36.4 2 0.028
Initial aperture length (cov) 1 2837.3 153 <0.0001

Aperture width (% change) pCO2 1 3319.4 12.3 0.004
Temperature 1 588.8 2 0.187
Interaction 1 1062 3.5 0.088
Aquaria 12 315.4 10 <0.0001
Initial aperture width (cov) 1 4167.8 131.1 <0.0001

Shell aperture aspect (% change) pCO2 1 6240.1 11.2 0.005
Temperature 1 252.4 0.4 0.551
Interaction 1 2351.7 3.7 0.079
Aquaria 12 664.2 7.4 <0.0001
Initial aperture ratio (cov) 1 17282.6 192.8 <0.0001

Water loss (%) pCO2 1 4075.8 29.7 <0.0001
Temperature 1 1085.4 7.7 0.007
Interaction 1 1.1 0.01 0.928
Initial weight (cov) 1 48.5 0.4 0.554

Table 2. Results of 2-way ANCOVAs investigating the effect of elevated pCO2 and temperature on shell traits and water 
loss in the common periwinkle Littorina littorea. cov: covariate, df: degrees of freedom, MS: mean of square, F: F-ratio, 

p: probability level. Bold: significant
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the intertidal gastropod Littorina littorea respond dif-
ferently to elevated pCO2 and elevated temperature,
with a mixture of single, additive, synergistic and no
effects depending on which trait is considered. As
the traits investigated potentially underpin the ability
of this intertidal gastropod to protect itself from pred-
ators and avoid desiccation, our results suggest that
exposures to future global change scenarios (Cal -
deira & Wickett 2003, Sokolov et al. 2009) may alter
the tolerance of this species and, ultimately, its fitness
and survival but do so via complex physiological and
ecological pathways.

Shell growth, thickness and shape

Under low pH and elevated temperature in isola-
tion, Littorina littorea increased less in weight and
were shorter than snails grown under current condi-
tions. Similar results have been obtained for other
calcifying organisms. For example, increased seawa-
ter acidity caused a reduction in shell growth of the
oysters Crassostrea gigas (Lannig et al. 2010) and
Crassostrea virginica (Beniash et al. 2010), larvae of
the Mediterranean pteropods Cavolinia inflexa (Co -
meau et al. 2010) and the mussels Mytilus edulis
(Gazeau et al. 2010) and Mytilus californianus (Gay-
lord et al. 2011). Moreover, elevated temperatures
have also been reported to induce smaller metamor-
phic size in the gold-ringed cowry Monetaria annu-
lus (Irie & Fischer 2009) and to disrupt the metabo-
lism, growth and fitness of the periwinkle Littorina

saxatilis (Sokolova & Pörtner 2001). Not surprisingly,
in L. littorea, the combined exposure to both low pH
and elevated temperature had a greater negative
effect on shell growth than either of these factors in
isolation, a result in line with those for other marine
calcifying organisms exposed simultaneously to ele-
vated pCO2 and temperature (e.g. Rodolfo-Metalpa
et al. 2009).
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Littorina littorea also showed reduced lower shell
thickening under acidified conditions. This reduction
in shell thickness occurred mainly at the growing tip
(thickness-2) rather than more centrally on the body
whorl. Dissolution at the growing tip of the shell
under acidified seawater conditions has previously
been reported in the planktonic pteropod Limacina
helicina (Lischka et al. 2011). Such reductions in shell
thickness in marine calcifiers have been considered
to be the result of either or both processes of dissolu-
tion of calcium carbonate structures exposed to acid-
ified seawaters (e.g. Michaelidis et al. 2005, Orr et al.
2005, Nienhuis et al. 2010) or insufficient deposition
of calcium carbonate material (see Findlay et al.
2011). An additional trial in the same experimental
unit we used showed that total shell dissolution in
empty shells of L. littorea over a 30 d exposure to ele-
vated pCO2 (1293 ± 16.85 μatm, mean ± SE) was −3
to −15%. Compared with values observed in live
snails (−1.7 to −4.1%), these data suggest that
although shell dissolution does occur, it has a rela-
tively small impact on changes in total shell weight.
Since calcification is energetically costly (Palmer
1983), a possible explanation for our observation is
that reduced energy status in L. littorea under ele-
vated temperature and pCO2 conditions (Melatunan
et al. 2011) leads to a lower capacity for calcification,
as observed in the juvenile oyster Crassostrea vir-
ginica (Dickinson et al. 2012).

Our study also shows that elevated pCO2 exerts a
different effect on shell thickness at different temper-
atures. The fact that snails kept under acidified and
high temperature conditions had thicker shells than
those at low pH and current temperatures may be
due to an increase in calcite and aragonite saturation
states with increasing temperature (see Dickson
2010). Hence, a decrease in the rate of passive disso-
lution may have occurred due to Ωcal being just
below and just above values of 1 under acidified and
combined acidified and elevated temperature condi-
tions, respectively. Whilst we did not explicitly test
for shell strength, a reduction in shell thickness may
lead to a reduction in shell strength (e.g. see Gaylord
et al. 2011, Dickinson et al. 2012). As thicker aper-
tural lips are likely to provide better defence against
shell crushing predators (Vermeij 1987, Bourdeau
2010), the morphological changes we observed in
Littorina littorea may increase its susceptibility to
predation (Boulding & Van Alstyne 1993, Trussell &
Etter 2001).

Shell shape in aquatic gastropods is thought to play
an important role in predator defence. A globular
shell shape in the freshwater snail Physa spp. has

more resistance to crushing predators, such as cray-
fish, than an elongated shape (DeWitt et al. 2000),
and species of marine intertidal gastropods possess-
ing shells with a larger aspect ratio (i.e. with a more
elongated shape) have also found to be more vulner-
able to crab predation, possibly due to a reduced
handling efficiency of shells with a flatter, more dis-
coid shape (Cotton et al. 2004). Here, the propor-
tional change in shell shape in Littorina littorea was
affected significantly by elevated temperature, ele-
vated pCO2 and the combined effect of these factors.
Shells kept under current temperature conditions
were more elongated but had a more globular shape
under other treatment conditions. This finding sug-
gests that in more acidic and warmer conditions,
snails produce a shell shape that may be less suscep-
tible to predation compared with those kept under
acidified conditions. As shell thickness is reduced
under low pH and elevated temperature, acquiring a
more globose shape could enable snails to compen-
sate for a possible reduction in shell strength.

Shell aperture plasticity and water loss

The size of the shell aperture and operculum in
gastropods has been shown to exhibit plasticity in
response to environmental conditions. For example,
the marine gastropod Thais lapillus increases oper-
culum size (Gibson 1970), the land snail Cepaea spp.
reduces aperture size (Goodfriend 1986) and the
common limpet Patella spp. decreases base-aperture
size (Cabral 2007) in order to maintain constant body
temperatures and reduce desiccation. Overall, the
shell aperture shapes of Littorina littorea exposed to
elevated temperature conditions were more elongate
compared to the more rotund shape found under cur-
rent temperature conditions. This altered shell aper-
ture shape may have negative consequences for des-
iccation rates. Most shelled gastropods and barnacles
reduce desiccation by completely closing the open
aperture area with the operculum (Shick et al. 1988).
However, this strategy could potentially affect rates
of oxygen uptake (Broekhuysen 1940, Gibson 1970),
thus impairing organismal production of energy
metabolites (e.g. Sokolova & Pörtner 2001) and ulti-
mately altering acid-base status (Egginton et al.
1999). Consequently, under predic ted climatic condi-
tions, L. littorea may be exposed to a significantly
increased desiccation risk, unless thermoregulatory
behavioural plastic responses can me diate this situa-
tion (as suggested for terrestrial ectotherms by Huey
& Tewksbury 2009).
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A metabolic basis for plasticity and water loss?

In general, increased ocean acidity causes internal
acidosis, which leads to the disruption of metabolism
and homeostatic functions and the reduction of
energy transduction (ATP) (Pörtner et al. 1998, Lan-
nig et al. 2010, Melatunan et al. 2011). Low pH can
also alter biomineralisation, disrupt shell and soft-
body growth (Beniash et al. 2010, Findlay et al.
2010a,b) and fitness (Pörtner 2008). It has been sug-
gested that alterations to metabolic energy due to
exposure to ocean acidification rather than passive
shell dissolution will be more likely to impact calcifi-
cation (Findlay et al. 2011). In fact, as calcium trans-
port and secretion in shell-forming cells of molluscs
and corals is partly ATP-dependent (see Findlay et al.
2011 for a review), disruption of energy metabolism
could underpin the observed decreases in shell
growth in various molluscs (e.g. Michaelidis et al.
2005, Beniash et al. 2010, Gaylord et al. 2011, present
study). In a parallel investigation of the physiological
responses of Littorina littorea, Melatunan et al. (2011)
showed that a 30 d exposure to low pH, elevated
temperature and their interaction caused a signifi-
cant drop in both oxygen consumption rates and ATP
levels. Here, we show that ATP levels correlate posi-
tively with shell-related plastic responses (i.e. per-
centage change in shell weight and shell thickness-
2), thus demonstrating a potential link between
organismal energy status, calcification and plastic
responses under elevated pCO2 and temperature
conditions. Moreover, the observed disruption to
growth (i.e. increase in mass) and shell thickness
may be mediated by the alteration of homeostatic
processes induced by ocean acidification and ele-
vated temperature rather than by the decrease in sat-
uration status (Ω) as previously thought (see dis -
cussion in Pörtner 2008, Findlay et al. 2009, 2011). As
energy metabolites play a key role in energy trans-
duction in the intracellular space, underpinning
whole-organism exercise capacity, it is possible that
individuals of L. littorea with lower levels of ATP may
have a reduced ability to close their operculum
tightly to prevent water loss (e.g. Greenway & Storey
2001). This constraint could explain, in part, the sig-
nificant negative correlation between ATP levels and
water loss. Consequently, it is likely that water loss in
L. littorea will increase during emersion as a result of
the disruption of physiological functions resulting
from increased haemolymph acidosis and reduced
energy transduction exerted by ocean acidification
(for review, see Pörtner et al. 2004, Lannig et al.
2010), elevated temperature (Sokolova & Pörtner

2001) and their combined action (e.g. Melatunan et
al. 2011).

In general, phenotypic plasticity enables organ-
isms to respond to environmental variability (West-
Eberhard 2003, Bozinovic et al. 2011) and can be
defined as a measure of ‘organismal malleability’
(Huey & Berrigan 1996). Here, we report an in-depth
investigation of the plastic responses of a marine
invertebrate to the combined exposure of elevated
pCO2 and temperature that, according to projected
pCO2-pH and sea surface temperature levels, are
predicted to occur in the near future (Solomon et al.
2009, Sokolov et al. 2009). Under such conditions,
individuals of Littorina littorea might be predicted to
be smaller in size, with thinner, more rotund shells,
and, hence, be potentially more vulnerable to preda-
tors. Altered shell aperture shapes could also cause
an increase in individuals’ water loss during emer-
sion. The pattern of responses observed here is
rather complex but clearly suggests that global cli-
mate change could have far-reaching consequences
for the ecology of some marine organisms. In addi-
tion, we believe that our proposed mechanistic (ATP-
based) explanation for changes in marine organisms’
plastic responses and water loss provides a direct
link between energy metabolism, phenotypic res -
ponses and functional vulnerability to global climate
change, providing a model to be tested more broadly
in marine calcifiers.

Acknowledgements. We thank R. Ticehurst for technical
assistance and A. Foggo for advice on the statistical analysis.
S.M. is in receipt of a Directorate of Higher Education of
Republic of Indonesia, contract No. 1668.29/D4.4/2008. This
work was undertaken while P.C. was in receipt of a
Research Council UK Research Fellowship to investigate
ocean acidification. S.W. acknowledges the support of the
Natural Environment Research Council funded programme
Oceans 2025, and this paper is a contribution to the PML
Theme 3 (Coastal and Shelf Processes). This work is a
 contribution to Task 1.4 ‘Identify the potential for organism
resistance and adaptation to prolonged CO2 exposure’ of the
NERC Consortium Grant ‘Impact of ocean acidification on
key benthic ecosystem, communities, habitats, species and
life cycles’.

LITERATURE CITED

Auld JR, Agrawal AA, Relyea RA (2010) Re-evaluating the
costs and limits of adaptive phenotypic plasticity. Proc
Biol Sci 277: 503−511

Bak RPM (1983) Neoplasia, regeneration and growth in
the reef-building coral Acropora palmata. Mar Biol 77: 
221−227

Barry JP, Seibel BA, Drazen JC, Tamburri MN and others
(2003) Deep-sea field experiments on the biological
impacts of direct deep-sea CO2 injection. Proc Sec Annu



Melatunan et al.: Climate change and plasticity

Conf on Carbon Sequestration, Alexandria, VA, 2:1–7
Beniash E, Ivanina A, Lieb NS, Kurochkin I, Sokolova IM

(2010) Elevated level of carbon dioxide affects meta -
bolism and shell formation in oysters Crassostrea virgi -
nica. Mar Ecol Prog Ser 419: 95−108

Bennington CC, Thayne WV (1994) Use and misuse of
mixed model analysis of variance in ecological studies.
Ecology 75: 717−722

Bibby R, Cleall-Harding P, Rundle S, Widdicombe S, Spicer
JI (2007) Ocean acidification disrupts induced defences
in the intertidal gastropod Littorina littorea. Biol Lett 3: 
699−701

Boulding EG, Van Alstyne KL (1993) Mechanisms of differ-
ential survival and growth of two species of Littorina on
wave-exposed and on protected shores. J Exp Mar Biol
Ecol 169: 139−166

Bourdeau PE (2010) An inducible morphological defence is
a passive by-product of behaviour in a marine snail. Proc
Biol Sci 277: 455−462

Bozinovic F, Calosi P, Spicer JI (2011) Physiological corre-
lates of geographic range in animals. Annu Rev Ecol Evol
Syst 42: 155−179

Broekhuysen GJ (1940) A preliminary investigation of the
importance of desiccation, temperature, and salinity as
factors controlling the vertical distribution of certain
intertidal marine gastropods in False Bay, South Africa.
Trans R Soc S Afr 28: 255−292

Cabral PJ (2007) Shape and growth in European Atlantic
Patella limpets (Gastropoda, Mollusca). Ecological impli-
cations for survival. Web Ecol 7: 11−21

Caldeira K, Wickett M (2003) Anthropogenic carbon and
ocean pH. Nature 425: 365

Calosi P, Bilton DT, Spicer JI, Atfield A (2008) Thermal toler-
ance and geographical range size in the Agabus brun-
neus group of European diving beetles (Coleoptera: 
Dytiscidae). J Biogeogr 35: 295−305

Calosi P, Bilton DT, Spicer JI, Votier SC, Atfield A (2010)
What determines a species’ geographical range?
 Thermal biology and latitudinal range size relationships
in European diving beetles (Coleoptera:  Dytiscidae).
J Anim Ecol 79: 194−204

Charmatier A, McCleery HR, Cole RL, Perrins C, Kruuk
EBL, Sheldon CB (2008) Adaptive phenotypic plasticity
in response to climate change in a wild bird population.
Science 320:800–803

Chelazzi G, Vannini M (1987) Behavioral adaptation to
intertidal life. NATO Asi Series A, Life Science 151.
Plenum Press, New York, NY, p 517

Christen N, Calosi P, McNeill CL, Widdicombe S (2012)
Structural and functional vulnerability to elevated pCO2

in marine benthic communities. Mar Biol doi: 10.1007/
s00227-012-2097-0

Cigliano M, Gambi MC, Rodolfo-Metalpa R, Patti FP, Hall-
Spencer JM (2010) Effects of ocean acidification on
invertebrate settlement at volcanic CO2 vents. Mar Biol
157: 2489−2502

Comeau S, Gorsky G, Alliouane S, Gattuso JP (2010) Larvae
of the pteropod Cavolinia inflexa exposed to aragonite
undersaturation are viable but shell-less. Mar Biol 157: 
2341−2345

Cotton P, Rundle S, Smith KE (2004) Trait compensation in
marine gastropods:  shell shape, avoidance behavior, and
susceptibility to predation. Ecology 85: 1581−1584

Day EG, Branch GM, Viljoen C (2000) How costly is mollus-
can shell erosion? A comparison of two patellid limpets

with contrasting shell structures. J Exp Mar Biol Ecol
243: 185−208

DeWitt TJ, Scheiner SM (2004) Phenotypic plasticity:  func-
tional and conceptual approaches. Oxford University
Press, Oxford

DeWitt TJ, Sih A, Wilson DS (1998) Costs and limits of
pheno typic plasticity. Trends Ecol Evol 13: 77−81

DeWitt TJ, Robinson BW, Wilson DS (2000) Functional diver-
sity among predators of a freshwater snail imposes an
adaptive trade-off for shell morphology. Evol Ecol 2: 
129−148

Dickinson GH, Ivanina AV, Matoo OB, Pörtner HO and oth-
ers (2012) Interactive effects of salinity and elevated CO2

levels on juvenile eastern oysters, Crassostrea virginica.
J Exp Biol 215: 29−43

Dickson AG (2010) Part 1:  seawater carbonate chemistry. In: 
Riebesell U, Fabry VJ, Hanson L, Gattuso JP (eds) Guide
to best practices for ocean acidification research and
data reporting. Publication Office of the European
Union, Luxem bourg, p 17–52

Dickson AG, Millero FJ (1987) A comparison of the equilib-
rium constants for the dissociation of carbonic acid in
seawater media. Deep-Sea Res A 34: 1733−1743

Dickson AG, Sabine CL, Christian JR (2007) Guide to best
practices for CO2 measurements. PICES Spec Pub 3, Sid-
ney, BC

Donohue P, Calosi P, Bates AH, Laverock B and others
(2012) Impact of exposure to elevated pCO2 on the phys-
iology and behaviour of an important ecosystem engi-
neer, the burrowing shrimp Upogebia deltaura. Aquat
Biol 15: 73−86

Dupont S, Havenhand J, Thorndyke W, Peck L, Thorndyke
M (2008) Near-future level of CO2-driven ocean acidifi-
cation radically affects larval survival and development
in the brittlestar Ophiothrix fragilis. Mar Ecol Prog Ser
373: 285−294

Egginton S, Taylor EW, Raven JA (1999) Regulation of acid-
base status in animals and plants. SEB Seminar Series 68,
Cambridge University Press, Cambridge

Fabry VJ, Seibel BA, Feely RA, Orr JC (2008) Impacts of
ocean acidification on marine fauna and ecosystem pro-
cesses. ICES J Mar Sci 65: 414−432

Feng Y, Hare CE, Leblanc K, Rose JM (2009) Effects of
increased pCO2 and temperature on the North Atlantic
spring bloom. I. The phytoplankton community and bio-
geochemical response. Mar Ecol Prog Ser 388: 13−25

Findlay HS, Wood HL, Kendall MA, Spicer JI, Twitchett RJ,
Widdicombe S (2009) Calcification, a physiological pro-
cess to be considered in the context of the whole organ-
ism. Biogeosciences Discuss 6: 2267−2284

Findlay HS, Kendall MA, Spicer JI, Widdicombe S (2010a)
Relative influences of ocean acidification and tempera-
ture on intertidal barnacle post-larvae at the northern
edge of their geographic distribution. Estuar Coast Shelf
Sci 86: 675−682

Findlay HS, Burrows MT, Kendall MA, Spicer JI, Widdi-
combe S (2010b) Can ocean acidification affect popula-
tion dynamics of the barnacle Semibalanus balanoides at
its southern range edge? Ecology 91: 2931−2940

Findlay HS, Wood HL, Kendall MA, Spicer JI, Twitchett RJ,
Widdicombe S (2011) Comparing the impact of high CO2

on calcium carbonate structures in different marine
organisms. Mar Biol Res 7: 565−575

Gaylord B (2000) Biological implications of surf-zone flow
complexity. Limnol Oceanogr 45: 174−188

165



Mar Ecol Prog Ser 472: 155–168, 2013

Gaylord B, Hill TM, Sanford E, Lenz EA and others (2011)
Functional impacts of ocean acidification in an ecol -
ogically critical foundation species. J Exp Biol 214: 
2586−2594

Gazeau F, Gattuso JP, Dawber C, Pronker AE and others
(2010) Effect of ocean acidification on the early life
stages of the blue mussel Mytilus edulis. Biogeosciences
7: 2051−2060

Geller JB (1990) Consequences of a morphological defense: 
growth, repair and reproduction by thin-and thick-
shelled morphs of Nucella emarginata (Deshayes) (Gas-
tropoda:  Prosobranchia). J Exp Mar Biol Ecol 144: 
173−184

Gibson JS (1970) The function of the operculum of Thais
lapillus (L.) in resisting desiccation and predation.
J Anim Ecol 39: 159−168

Goodfriend GA (1986) Variation in land-snail shell form and
size and its causes:  a review. Syst Zool 35: 204−223

Greenway SC, Storey KB (2001) Effects of seasonal change
and prolonged anoxia on metabolic enzymes of Littorina
littorea. Can J Zool 79: 907−991

Gutowska MA, Melzner F, Pörtner HO, Meier S (2010) Cut-
tlebone calcification increases during exposure to ele-
vated seawater pCO2 in the cephalopod Sepia officinalis.
Mar Biol 157: 1653−1663

Hale R, Calosi P, McNeill L, Mieszkowska N, Widdicombe S
(2011) Predicted levels of future ocean acidification and
temperature rise could alter community structure and
biodiversity in marine benthic communities. Oikos 120: 
661−674

Hall-Spencer JM, Rodolfo-Metalpa R, Martin S, Ransome E
and others (2008) Volcanic carbon dioxide vents show
ecosystem effects of ocean acidification. Nature 454: 
96−99

Huey RB, Berrigan D (1996) Testing evolutionary hypothe-
ses of acclimation. In:  Bennett AF, Johnston IA (ed) Phe-
notypic and evolutionary adaptation to temperature.
Cambridge University Press, Cambridge, p 205−237

Huey RB, Tewksbury JJ (2009) Can behavior douse the fire
of climate warming? Proc Natl Acad Sci USA 106: 
3647−3648

Hurlbert SH (1984) Pseudoreplication and the design of eco-
logical field experiments. Ecol Monogr 54: 187−211

Irie T (2006) Geographical variation of shell morphology in
Cypraea annulus (Gastropoda:  Cypraeidae). J Molluscan
Stud 72: 31−38

Irie T, Fischer K (2009) Ectotherms with calcareous exo -
skeleton follow the temperature-size rule — evidence
from field survey. Mar Ecol Prog Ser 385: 33−37

Joyce AE (2006) The coastal temperature network and ferry
route programme:  long-term temperature and salinity
observations. Sci Ser Data Rep, Cefas Lowestoft 43

Kenny R (1983) Growth characteristics of intertidal limpets
in relation to temperature trends. Pac Sci 37: 37−44

Kleypas JA, Buddemeier RW, Archer D, Gattuso JP, Lang-
don C, Opdyke BN (1999) Geochemical consequences of
increased atmospheric carbon dioxide on coral reefs. Sci-
ence 284: 118−120

Kleypas JA, Feely RA, Fabry VJ, Langdon C, Sabine CL,
Robbins LL (2006) Impacts of ocean acidification on coral
reefs and other marine calcifiers:  a guide for future
research. Report of a workshop held 18−20 April 2005,
St. Petersburg, FL, sponsored by NSF, NOAA, and the
US Geological Survey, National Science Foundation 18:
1–88

Lannig G, Eilers S, Pörtner HO, Sokolova IM, Bock C (2010)
Impact of ocean acidification on energy metabolism of
oyster, Crassostrea gigas — changes in metabolic path-
ways and thermal response. Mar Drugs 8: 2318−2339

Lischka S, Büdenbender J, Boxhammer T, Riebesell U (2011)
Impact of ocean acidification and elevated temperatures
on early juveniles of the polar shelled pteropod Limacina
helicina:  mortality, shell degradation, and shell growth.
Biogeosciences 8: 919−932

Martin S, Rodolfo-Metalpa R, Ransome E, Rowley S, Buia
MC, Gattuso JP, Spencer JH (2008) Effects of naturally
acidified seawater on seagrass calcareous epibionts. Biol
Lett 4: 689−692

Mehrbach C, Culberson CH, Hawley JE, Pytkowicz RM
(1973) Measurement of the apparent dissociation con-
stants of carbonic acid in seawater at atmospheric pres-
sure. Limnol Oceanogr 18: 897−907

Melatunan S, Calosi P, Rundle SD, Moody AJ, Widdicombe S
(2011) Exposure to elevated temperature and pCO2 re-
duces respiration rate and energy status in the periwinkle
Littorina littorea. Physiol Biochem Zool 84: 583−594

Michaelidis B, Ouzounis C, Paleras A, Pörtner HO (2005)
Effects of long-term moderate hypercapnia on acid-base
balance and growth rate in marine mussels Mytilus gal-
loprovincialis. Mar Ecol Prog Ser 293: 109−118

Morrison DA, Morris EC (2000) Pseudoreplication in experi-
mental designs for the manipulation of seed germination
treatments. Austral Ecol 25: 292−296

Munday PL, Crawley NE, Nilsson GE (2009) Interacting
effects of elevated temperature and ocean acidification
on the aerobic performance of coral reef fishes. Mar Ecol
Prog Ser 388: 235−242

Nienhuis S, Palmer AR, Harley CDG (2010) Elevated CO2

affects shell dissolution rate but not calcification rate in a
marine snail. Proc R Soc Lond B 277: 2553−2558

Orr JC, Fabry VJ, Aumont O, Bopp L and others (2005)
Anthropogenic ocean acidification over the twenty-first
century and its impact on calcifying organisms. Nature
437: 681−686

Palmer AR (1983) Relative cost of producing skeletal organic
matrix versus calcification:  evidence from marine gas-
tropods. Mar Biol 75: 287−292

Palmer AR (1992) Calcification in marine molluscs:  how
costly is it? Proc Natl Acad Sci USA 89: 1379−1382

Pierrot DEL, Wallace DWR (2006) MS Excel program devel-
oped for CO2 system calculations. ORNL/CDIAC-105a.
Carbon Dioxide Information Analysis Center, Oak Ridge
National Laboratory, US Department of Energy, Oak
Ridge, TN

Pigliucci M (2001) Phenotypic plasticity:  beyond nature and
nurture. Johns Hopkins University Press, Baltimore, MD

Pigliucci M, Murren CJ, Schlichting CD (2006) Phenotypic
plasticity and evolution by genetic assimilation. J Exp
Biol 209: 2362−2367

Pistevos JCA, Calosi P, Widdicombe S, Bishop JDD (2011)
Will variation among genetic individuals influence spe-
cies responses to global climate change? Oikos 120: 
675−689

Pörtner HO (2008) Ecosystem effects of ocean acidification
in times of ocean warming:  a physiologist’s view. Mar
Ecol Prog Ser 373: 203−217

Pörtner HO, Repschläger A, Heisler N (1998) Acid-base reg-
ulation, metabolism and energetics in Sipunculus nudus
as a function of ambient carbon dioxide level. J Exp Biol
201: 43−55

166



Melatunan et al.: Climate change and plasticity

Pörtner HO, Langebunch M, Repschläger A (2004) Biologi-
cal impact of elevated ocean CO2 concentrations:  lessons
from animal physiology and earth history. J Oceanogr 60: 
705−718

Ries JB, Cohen AL, McCorkle DC (2009) Marine calcifiers
exhibit mixed responses to CO2-induced ocean acidifica-
tion. Geology 37: 1131−1134

Rodolfo-Metalpa R, Martin S, Ferrier-Page C, Gattuso JP
(2009) Response of the temperate coral Cladocora cae-
spitosa to mid- and long-term exposure to pCO2 and
temperature levels projected in 2100. Biogeosciences
Discuss 6: 7103−7131

Shick JM, Widdows J, Gnaiger E (1988) Calorimetric studies
of behaviour, metabolism and energetics of sessile inter-
tidal animals. Am Zool 28: 161−181

Small D, Calosi P, White D, Spicer JI, Widdicombe S (2010)
Impact of medium-term exposure to CO2 enriched sea-
water on the physiological functions of the velvet swim-
ming crab Necora puber. Aquat Biol 10: 11−21

Sokal RR, Rohlf FJ (1995) Biometry:  the principles and prac-
tice of statistics in biological research, 3rd edn. WH Free-
man, New York, NY

Sokolov AP, Stone PH, Forest CE, Prinn R and others (2009)
Probabilistic forecast for 21st century climate based on
uncertainties in emissions (without policy) and climate
parameters. Sci Pol Glob Change, Report No. 169

Sokolova IM, Pörtner HO (2001) Physiological adaptations to
high intertidal life involve improved water conservation
abilities and metabolic rate depression in Littorina sax-
atilis. Mar Ecol Prog Ser 224: 171−186

Sokolova IM, Pörtner HO (2003) Metabolic plasticity and
critical temperatures for aerobic scope in a eurythermal
marine invertebrate (Littorina saxatilis, Gastropoda:  Litto -
rinidae) from different latitudes. J Exp Biol 206: 195−207

Solomon S, Plattner GK, Knutti R, Friedlingstein P (2009)
Irreversible climate change due to carbon dioxide emis-
sions. Proc Natl Acad Sci USA 106: 1704−1709

Spicer JI, Raffo A, Widdicombe S (2007) Influence of CO2-
related seawater acidification on extracellular acid−base
balance in the velvet swimming crab Necora puber. Mar
Biol 151: 1117−1125

Stumpp M, Trübenbach K, Brennecke D, Hu MY, Melzner F

(2012) Resource allocation and extracellular acid-base
status in the sea urchin Strongylocentrotus droebachien-
sis in response to CO2 induced seawater acidification.
Aquat Toxicol 110–111:194–207

Terblanche JS, Klok CJ, Krafsur ES, Chown SL (2006) Phe-
notypic plasticity and geographic variation in thermal
tolerance and water loss of the tsetse Glossina pallidipes
(Diptera: Glossinidae):  implications for distribution mod-
elling. Am J Trop Med Hyg 74: 786−794

Todgham AE, Hofmann GE (2009) Transcriptomic response
of sea urchin larvae Strongylocentrotus purpuratus
to CO2-driven seawater acidification. J Exp Biol 212: 
2579−2594

Trussell GC (1997) Phenotypic selection in an intertidal
snail:  effects of a catastrophic storm. Mar Ecol Prog Ser
151: 73−79

Trussell GC, Etter RJ (2001) Integrating genetic and envi-
ronmental forces that shape the evolution of geographic
variation in a marine snail. Genetica 112−113: 321−337

Vermeij GJ (1987) Evolution and escalation:  an ecological
history of life. Princeton University Press, Princeton, NJ

West-Eberhard MJ (2003) Developmental plasticity and
evolution. Oxford University Press, Oxford

Widdicombe S, Needham HR (2007) Impact of CO2-induced
seawater acidification on the burrowing activity of
Nereis virens and sediment nutrient flux. Mar Ecol Prog
Ser 341: 111−122

Widdicombe S, Dashfield SL, McNeill CL, Needham HR and
others (2009) Effects of CO2 induced seawater acidifica-
tion on infaunal diversity and sediment nutrient fluxes.
Mar Ecol Prog Ser 379: 59−75

Wood HL, Spicer JI, Widdicombe S (2008) Ocean acidifica-
tion may increase calcification rates, but at a cost. Proc
Biol Sci 275: 1767−1773

Wood HL, Spicer JI, Lowe D, Widdicombe S (2010) Inter -
action of ocean acidification and temperature; the high
cost of survival in the brittlestar Ophiura ophiura. Mar
Biol 157: 2001−2013

Wootton JT, Pfister CA, Forester JD (2008) Dynamic patterns
and ecological impacts of declining ocean pH in a high-
resolution multi-year dataset. Proc Natl Acad Sci USA
105: 18848−18853

167

Appendix 1. Littorina littorea. Biometric measurements
made of the shell of the common periwinkle using images
taken before and after 30 d exposure to different combina-
tions of pCO2 and temperature. SL: shell length; SW: shell
width; ApL: shell aperture length; ApW: shell aperture 

width; T1: thickness 1; T2: thickness 2
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