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AsstracT: The world is currently going through a period of rapid change in global environment associated
with increases in atmospheric CO,, rises in temperature and elevated UVBR fluxes at high and mid latitudes.
In this review, we analyse the consequences of such alterations in environmental factors for the microalgae
that form the basis of many aquatic food chains. We show that the effects of these changes can be species
specific, and so lead to shifts in community composition as well as biomass. These environmental factors also
lead to changes in elemental and biochemical composition of microalgae and this can have consequences for
the flow of energy and materials to higher trophic levels.
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INTRODUCTION

The global environment is going through a period
of rapid change, the pace of which is unprecedented
in our geological history. While CO, levels, global
temperatures and exposure to ultraviolet radiation have
allbeen higher, sometimes much higher, in the geological
past than they are at present, it is the current rate of
change that will pose problems for biota.

The biota of the ocean has huge socioeconomic
value, estimated at ~ US$2 1-trillion y ! globally, through
food production, recreation, nutrient recycling and
greenhouse gas regulation'. Therefore the impact of
global environmental changes on the ocean biota might
have widespread economic implications. Since algae
are at the base of most aquatic food chains, impacts on
these organisms have enormous implications for the
higher trophic levels.

The microalgae that comprise the phytoplankton
can be a good proxy for climate change for several
reasons - since phytoplankton in nature are not
exploited commercially, it is possible to draw possible
links between long-term changes in population size
and structure and climate change (assumingno direct
human impacts via top-down consumers such as fish).
Also, most species are short-lived so population size is
less influenced by the persistence of individuals from
previous years, which leads to tight coupling between
environmental change and plankton dynamics. Recent
evidence suggests that plankton are more sensitive
indicators of changes than are even the environmental
variables themselves, because the nonlinear responses
of biological communities can amplify subtle
environmental perturbations?.

Elevated CO, will have both direct effects on algae
through photosynthesis, but also indirect effects on
aquatic biota through acidification and alterations to
elemental composition. Changing atmospheric and
surface sea temperatures will potentially alter ocean
currents and atmospheric circulation, and thus will not
only affect the distribution of algae but will also have
indirect effects related to other changing climatic
conditions including patterns of aeolian dust
distribution and its consequences for nutrient supply.
Furthermore, the anthropogenic release of compounds
such as chlorofluorocarbons (CFCs) into the
atmosphere results in the destruction of ozone in the
stratosphere, especially (but not exclusively) at high
latitudes, and a consequent increase in UV radiation
(UVBR) reaching the Earth’s surface. Such ozone
destruction is, in turn, affected by warming of the
troposphere. Although the implementation of the
Montreal Protocol has done much to stabilise the effects
of CFCs, the Antarctic and Arctic ozone holes and
elevated UVBR levels at high and mid latitudes are
expected to persist until at least 2050%, and probably
later unlessillegal use of CFCsis stopped. These changes
in global environment are likely to have profound
effects on aquatic biota.

Microalgae in the world’s oceans and freshwaters
account foraround 50% of the netamountof 111-117
Pg C assimilated annually (1 Pg = 10" g) by
photoautotrophs’ °. The oceans have acted as a sink
forapproximately 30% ofall anthropogenic C emissions
since the onset of the Industrial Revolution and the
biological activity of microalgae in these environments
accounts for around 50% of the 3.8 Pg C yr' released
into the atmosphere by human activities™°.



Understanding how future changesin global climate
will impact upon microalgal populations, which
themselves are an important component of the global
Ccycle, is thus of great significance. Recently we have
examined the potential consequences of global
environmental change for algae from a physiological
viewpoint, and attempted to provide insights into how
environmental change might impact on algal
performance ©,”. In the current review, we have taken
a broader outlook and extended this approach to an
assessment of the consequences of environmental
change for algal population biomass and community
composition as well as for trophic flow. In so doing, we
have not attempted to be inclusive of all literature on
the topic, but to provide a broad overview of the sorts
of changes that microalgal populations might experience
as the global environment continues to change over
the next century.

Our Changing Global Environment

Atmospheric CO, concentrations in the geological
past have been very much higher than at present. For
example, in the Cretaceous, CO, levels were 3-12 x
higher than they are currently®. In a sense then, algae
in the present day are livingin alow CO, environment.
However, over the last 200 years or so, the atmospheric
CO, pool hasrisen and is currently increasing by ~ 3.8
PgCyr"® CO, concentrations in the atmosphere have
thus increased from around 280 ppm (28 Pa at sea
level) in 1800 to 380 ppm (38 Pa) at present, with most
of this increase occurring over the last 100 years *1°.
Although forecasts vary, depending on the inputs for
growthin CO, emissionsused, the most likely scenario
is for a two- to threefold increase in atmospheric CO,
concentration over the next century, attaining values
between 750 and 1000 ppm (75 — 100 Pa) by 2100°".

The inevitable consequences of atmospheric CO,
increases on dissolved inorganic carbon and its
components have been discussed previously &7 10
The chemistry of inorganic carbon in water dictates
thatan increase in gaseous CO, from 38 to 100 Pa will
lead to a proportional increase in dissolved CO, in
completely air-equilibrated (cf. ref. 11) seawater at
15°C, from 14.7 to 38.6 UM. However, increased CO,
in solution will lead to a decrease in the pH, and the
equilibriaamong the dissolved inorganic carbon (DIC)
species will therefore shift, so that overall there will be
a decrease (~50%) in carbonate concentrations but
only minor changesinbicarbonate and total DIC (~10%
increase) °. Similar results are obtained for freshwater
systems, though the absolute values of pH and the
components of the DIC system attained will depend on
the alkalinity and buffering capacity of the waters, as
well as on inputs from groundwater that can lead to
freshwater systems often being at greater than
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atmospheric equilibrium levels of CO,. These changes
in CO, concentration, but not HCO," concentration,
may have important repercussions for the ability of
aquatic plants to acquire inorganic carbon under
elevated global CO,.

Asfor CO, levels, estimates of palaeoclimate suggest
that global temperatures have been higher than at
present. For instance seawater temperatures in the
Cretaceous, at least in higher latitudes, were
considerably higher than they are now'’. However,
although average global temperatures were
remarkably constant for the 1000 years or so before
the onset of the Industrial Revolution, since the late
18" Century we have seen a significant increase in
temperatures, particularly in the last 100 years™'°. The
increase in atmospheric CO, predicted over the next
100 yearsis expected to lead to an average further rise
in global sea temperature of 2-3 °C, though the actual
rise will not be homogenous and some parts of the
world will see far larger shifts in temperature than
this".

UVBR and UVCR levels were much higher ~ 2500
to 2000 Mya than they are today. At this time however,
oxygen levels in the atmosphere began to rise due
mainly to the evolution of oxygenic photosynthesis *.
The rise in O, levels resulted in the formation of an
ozone layer of sufficient density and depth to
significantly attenuate UVBR (and UVCR), and by 1000
Mya UVR levels were reduced to approximately present-
day fluxes®. Although UVR fluxes were essentially
constant from ~ 1000 Mya onwards, periodic natural
phenomenasuch asbolide impacts, cosmic events such
as supernovae, and volcanic eruptions could have all
impacted on ozone levels and caused periodic rises in
UVR levels'. Ferrous ion is UVBR-absorbing, but as
oxygen levelsincreased, iron would have been stripped
out of the oceans "', leading to greater UVBR
penetration.

Since the 1970s, the solar flux of UVBR at the Earth’s
surface has been increasing at particular locations'®,
because of decreasing stratospheric ozone
concentrations associated with release of
chlorofluorocarbons (CFCs) into the atmosphere'”.
While increases in UVBR fluxes to the Earth’s surface
are most marked in the Antarctic'®, and are also
observed in the Arctic'?, over the last decade significant
increases in UVBR have been observed as far south as
France and northern Italy and this has extended over
parts of the North Atlantic*® *'. Present-day UVR
penetration into water bodies is extremely varied. The
depths to which UVBR will be attenuated to 10% of
surface fluxes range from 0.4 m in the Baltic Sea to >
16 minwaters off the Canary Islands (Table 1 inref. 22).
Ecologically significant effects of UVR have been
reported in waters as deep as 30 m * or even down to
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60-70 m **.

Although our planet has thus, in the past, been
exposed tomuch higher CO, concentrationsand UVBR
fluxes and, in some latitudes at least, higher
temperatures, it is the rapidity of the present global
climate change that is of concern and unprecedented
in geological history. Given the importance of algal
photosynthesis in the global carbon budget, it is thus
crucial tounderstand how algae will react to the changes
in global environment predicted to take place over the
next century and beyond.

Elevated Carbon Dioxide

Theeffects of elevated carbon dioxide on the relative
rates of photosynthesis and growth performance of
microalgal species has been dealt with in some detail by
Beardall and Raven®. Suffice it to say here that different
species have differing requirements for inorganic
carbon due to the activity of CO, concentrating
mechanismsin their cells . Species relying on diffusive
uptake of CO, *°are far more likely to show stimulation
of photosynthesisand growth than species using HCO *
or taking up CO, actively viaa CCM.

Cellslacking CCMs and acquiring CO, by diffusive
uptake are potentially inorganic carbon-limited under
present-day CO, levelsand might be expected to show
some stimulation of growth as atmospheric CO, levels
increase over the next 100 years ®2°. One of the most
striking examples of this influence of CO, levels on
species lacking CCM activity comes from work by Lucy
Ball’” on Lake Windermere and on cultures of species
of freshwater chrysophytes and synurophytes, which
appear to be the major exception to the rule that most
microalgae possess some form of CCM activity™. It is
clear from historical records that chrysophytes and
synurophytes only appear in significant numbers in
Lake Windemere when dissolved CO, levels are at
greater than air-equilibrium values (S. Maberly, Centre
for Ecology & Hydrology, Lancaster Environment
Centre, pers. comm.). Elevated atmospheric CO, might
then be expected to stimulate growth of these species
more than that of other components of the
phytoplankton, though there isno direct experimental
evidence for this at present.

However, even in species that have a CCM,
differencesin CCM activity result in differing affinities
for CO, and slightly different responses to CO, levels,
which could lead to shifts in species composition. For
instance, in phytoplankton of the Equatorial Pacific
there wasno overall difference in total biomass between
samples exposed to high CO, (750 ppm) or low CO,
(150 ppm) treatments for 8-10 days. However, high
CO, favoured the haptophyte Phaeocystis sp. at the
expense of diatoms whereas atlow CO, diatom growth
was stimulated”®.

Increases in CO, bring about changes in cellular
composition as well as in photosynthetic and growth
rates. Riebesell’s group?” > have examined elemental
ratios in a range of microalgae grown at different CO,
levels and found a decrease in C:N and an increase in
C:Pand N:Pathigher CO, concentrations, though such
changes were very species dependent and less marked
above present-day CO, levels. Riebesell’s group has
also investigated changes in lipid and fatty acid
composition in the coccolithophorid Emiliania huxleyi
inrelationto CO, levels’. Total fatty acids were strongly
dependenton CO, concentrations below 14.5 uM, but
stayed at approximately 1100 fg/cell at elevated CO, .
Similarly, increasing CO, concentration for growth from
1.1to 14.5 uM resulted inanincreasein 14:0, 18:1 and
18:2 fatty acids, with astrong decline in the percentage
content of more unsaturated fatty acids (18:5and 22:6).
However, the effects of CO, above present-day levels
(c. 14 uM) were less obvious. Although elevated CO,
levels in the experiments of Riebesell et al.>! do not
accurately mimic the effects of climate change as the
growth conditions were achieved by increasing the
total dissolved inorganic carbon (increasing the
alkalinity and keeping the pH more or less constant),
rather than by adjusting inorganic carbon and pH, the
possibility of changesin macromolecular content under
elevated CO, is quite important, not only for microalgal
growth and function, but also for flow of materials to
higher trophic levels. There are few examples in which
the effects of elevated CO, on trophic flow have been
examined, though Urabe et al.** has grown freshwater
Daphnia onalga [Scenedesmus dimorphus (Turpin) Kutzing
(=S. acutus)] cultured atarange of CO, concentrations.
Under elevated CO, Scenedesmus had higher C:Pratios
and it was found that this P-depauperate algal source,
rather than a direct effect of CO, on Daphnia, led to
poorer Daphnia growth.

Changing patterns of macromolecular synthesis
canalso be observed in the production of extracellular
polysaccharides. Engel et al.** have shown that Emiliania
huxleyi blooms produce large amounts of transparent
exopolymer particles (TEPs), which increased with cell
number and were produced at the expense of dissolved
polysaccharide (PCHO). TEPs are known to promote
cell aggregation and could thus promote sinking of
cellsas marine snow. Inan earlier work, Engel **showed
that TEP production by natural phytoplankton
populationsin the Baltic Sea was enhanced by elevated
CO, concentrations up to 30 UM. These observations
combined suggest that elevated CO, could increase
phytoplankton aggregation and transport out of the
surface mixed layer as marine snow, thereby decreasing
the recycling of carbon and (other nutrients) through
the microbial loop. Such a phenomenon could have
significant effects on nutrient cycling and ecosystem



function in the surface mixed layer of the oceans.

In addition to changes associated with elevated
CO, per se, the lower pH of seawater in a “high CO,
environment” will affect calcification processes. Growth
of coralline algae and corals will potentially be inhibited
under elevated CO,. Calcification in corals and some
macroalgae is based on the formation of calcium
carbonate in the form of the mineral aragonite. The
saturation of seawater with respect to aragonite is
given by

2+ 2—
Q- 11081

where K’sp is the stoichiometric solubility product
of the aragonite form of CaCO . Since Ca**is essentially
constant in seawater, aragonite formation is determined
by [CO,*] and is thus strongly affected by the partial
pressure of CO, in solution

CO, +CO,* +H,0 > 2HCO,

Elevated CO, thus leads to decreased [CO32’] and
hence decreased calcification. In corals, decreased pH
asaconsequence of elevated CO, will lead to inhibition
of calcification, though thisis quite species dependent™.
The other form of calcium carbonate deposited by
aquatic organisms, calcite (found in some macroalgae
and most coccolithophores), is less affected by lowered
pH thanaragonite. Nonetheless, ithasbeen shown that
elevated CO, can still have a significant effect on
coccolithophores. In work by Riebesell’s group, cell
size (measured as POC production) by two species of
coccolithophorid was increased under elevated CO,,
though Gephyrocapsa oceanica showed a greater
response than Emiliania huxleyi. Calcification by the
two species was significantly decreased by elevated
CO,, though again, Gephyrocapsa oceanica showed a
greater response than Emiliania huxleyi . Both species
showed significant malformations of coccoliths under
elevated CO,™.

Increased Temperature

As a consequence of increased atmospheric CO,
concentration, average global sea surface temperatures
are expected to increase by 1.7-1.9 °C over the next
century’’. However, as mentioned above, shifts in
temperature will be varied, with some areas of the
world’saquatic ecosystems experiencing much greater
shifts than the average 2 °C or so.

Temperature can exert effects directly on the
biology of microalgae, but canalso influence populations
indirectly. Thus one likely linkage between climate
change and phytoplankton is the impact of changesin
global temperatures on weather and thereby on the
intensity of ocean mixing (and its reverse, ocean
stratification). Thisintensity, in turn, affects light levels,
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surface temperature and the magnitude of nutrient
recycling from deep layers, thereby influencing
phytoplankton growth and thus driving bottom-up
processes throughout the pelagic food chain °.

Differencesin species response to temperature have
been documented in laboratory cultures, with some
species having preferences for cooler waters, and others
for warmer waters. For instance Clegg et al.?® showed
Euglena gracilis was an example of the former while
others (including Ceratium hirundinella, C. furcoides,
Chlamydomonas sp) preferred higher temperatures.
Temperature ranges for growth are also dependent on
algal species, with some having a wide range of
temperature for growth, while the others have very
narrow range (e.g. 5-25 °C for Asterionella formosa, 5-
10 °C in Chaetoceros sp. ) *.

Such differences in temperature preferences (as
occurs in nature, for instance with seasonal change)
are, together with the availability of nutrients in the
water, responsible for shifts in species composition.
Even though this is a natural occurring process, there
is data that supports the idea that we are currently
seeing shifts in species composition of phytoplankton
in oceans and lakes, not previously known for those
bodies, caused by global climate change.

These changes in species composition and
dominance may affect the structure and functioning of
the pelagic system, forexample, by their nutrient uptake
characteristics, edibility, repression of indigenous
species, and release of toxins or other properties®. The
geographical distribution of organisms could be a
sensitive indicator of climate change — forinstance, the
genus Ceratium is widely distributed in tropical and
temperate waters. However, one species (C. trichoceros)
previously recorded as occurring only south of the UK
has extended its geographical range to the west coast
of Scotland and northern North Sea* *'. The presence
of other species outside their previously documented
geographical ranges has also been recorded in the
North Sea, with 16 non-indigenous phytoplankton
species becoming permanently established, of these
13 have colonized the German Bight, which
corresponds to an increase of 1% in the total number
of phytoplankton species found in this area *. The
establishment of 10 non-indigenous “thermophilic”
phytoplankton species in the North Sea during recent
years coincides with a period of slightly increased sea
surface temperature anomalies in the northern oceans
0 although it should be recognised that, apart from
increased temperature, other components e.g. an
increased influx of Atlantic water through the English
Channelin 1989-1991 could have contributed to such
changes.

Some of “new comers” are potentially toxic bloom-
forming species, such as Gymnodinium catenatum and
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Alexandrium minutum, which presents a possible risk of
new blooms forming in thisarea. Sediment analyses of
these waters have shown that cysts of G. catenatum
were found from a period between ~ 6000-300 BP,
which suggests that inflow of warmer waters in
prehistoric times contributed to the occurrence of
fossil blooms, which then disappeared during the “Little
Ice Age” (~ 300 BP) *.

Field and laboratory data over the past 20 years
have indicated that blooms of Alexandrium and
Gonyalulax species are triggered by warm sea surface
temperatures, high runoff and storm driven re-
suspension of their resting cysts . Sediment data
showing peaks in numbers of Gymnodinium catenatum-
like cysts were shown to correspond to intervals of
climate warming during the past 2000 years **.

However, some data have shown that increased
temperature might not always have the same effect.
When investigating shallow lake microcosms, Moss et
al. ¥ observed that warming had considerably smaller
effects on the phytoplankton community than did
nutrients, with minor effects on chl a and total
phytoplankton biovolume. However, it did significantly
decrease the biovolumes of Cryptophyceae and
Dinophyceae. The effect on the cyanobacteria was not
as expected, since warming did not increase their
abundance.

Longterm changesin phytoplankton have also been
observed in other systems, butin these cases the effect
of temperature has been indirect, being exerted via the
stability of the water column. Thus, in the Baltic Sea, the
intensity of the winter cooling controls the onset of
thermal stratification in spring, while salinity has only
a minor effect on density stratification above the
halocline. The shift in winter surface temperatures
appears to have brought about pronounced changes
in the Baltic Sea — the spring diatom bloom biomass
dropped dramatically from 1988 to 1989 and stayed
lowat thislevel, whereas dinoflagellate biomass showed
asteady increase from 1989 onwards *. The long term
decrease of diatom biomass and the increase of
dinoflagellate biomass together with the reduction of
total phytoplankton biomass, coincided with an
increase in surface temperature in the central Baltic
Seasince the late 1980s, while the spring phytoplankton
bloom seems to have shifted to an earlier start *°.

Similar effects have been observed in the
Mediterranean. Thus, under favourable conditions,
diatoms were the major constituents of phytoplankton
peaksin the high salinity water of the Bay of Calvi (NW
Mediterranean) until 1986 *". However, between 1986-
1997 there was a major decline in phytoplankton
populations during the bloom period. This could be
explained by increasing stratification brought about
by elevated sea surface temperatures, which led initially

toareductionin diatomabundance through Silimitation,
and the replacement of diatoms with nanoflagellates.
Inlateryears, decreasing nitrate availability led tonitrate
limitation, which further caused progressive reduction
in non-siliceous phytoplankton biomass *'.

Due in part at least to extended periods of negative
Southern Oscillation Index (SOI) since the late 1970s,
the North Pacific Subtropical gyre (NPSG) has also
experienced long-term changes in phytoplankton
community composition. Prochlorococcus has become
more abundant over the past few decades, associated
with increased stratification and nutrient limitation,
phenomena which would favour strong selection for
small cells with enhanced nutrient uptake and light
absorption capabilities, as well as photosynthetic
diazotrophs. The prolonged “endless summer” in the
NPSG provides the selection pressure necessary for a
several decade-long succession of Prochlorococcus to
have taken place under generally stratified, nutrient-
depleted conditions *. This has seen a shift in
phytoplankton composition, also favouring larger N,
fixing species of cyanobacteria such as Trichodesmium
* How the larger diazotrophic cells cope with the
ensuing potential limitation in P supply is not certain,
though recent data suggests they can utilise pools of
dissolved phosphonates found in oligotrophic oceans™.

Shifts in phytoplankton species composition, as a
response to climate change, have been shownnot only
in oceans, but also in some lakes. Palaeolimnological
records from lakes in the circumpolar Arctic showed
widespread species changes and ecological
reorganizations in algae and invertebrates since
approximately the 1850s’'. Changes in these
distributions were mainly driven by climate warming,
through a lengthening of the summer growing season
and related limnological changes. Bigcommunity shifts
inthelast 150 yearshad occurred in 67% of investigated
lakes, expressed in terms of both algal and invertebrate
assemblages. Changes were especially pronounced in
areas that have warmed the most (Canadian High
Arctic)’.

Temperature can have an effect on phytoplankton
notonly directly, but indirectly as well. Thus, simulation
studies have predicted that doubling CO, would
increase water temperatures in lakes and shorten the
period of ice cover, affecting in particular, primary
production®. Climate change effects on lake
ecosystems are expected to be pronounced at high
latitudes since predicted global warming is dramaticin
polar regions, and because the unproductive lakes of
the northern areas are highly sensitive to even small
environmental changes™. These authors found an
association between elevated temperature and high
productivity in high altitude lakes, brought about by an
increase in the time of ice-free periods.



However, higher temperatures do not always cause
an increase in phytoplankton biomass. Keller et al.>*,
using mesocosms set up to mimic either present day
conditions or the 2 °C rise in oceanic temperature
expected over the next 100 years, found that
phytoplankton biomass and cell counts were elevated
in the cooler treatments relative to the warmer. They
showed that this could be ascribed to the importance
of zooplankton in controlling bloom dynamics via
grazing —increasing temperature effectively enhances
the match between the peak abundance of
phytoplankton and zooplankton, resulting ina reduced
bloom biomass and the funnelling of carbon to the
pelagic rather than the benthic system®. The overall
impact of grazing would be expected to increase as a
result of the greater abundance of zooplankton in
warm years, affecting the phytoplankton standing stock
in warmer waters™.

One final influence of rising temperatures on
phytoplankton growth that should be considered is
the effect of higher temperature on large scale climatic
phenomena such as the North Atlantic Oscillation
(NAO) and El Nino Southern Oscillation (ENSO,
associated with the Pacific Ocean). For instance, El
Nino events are recognized as responsible for changes
in the phytoplankton of the Santa Barbara Basin, where
coccolithophore species, adapted to warm surface
waters and fertilization by iron and NO,, were
correlated with higher temperatures in the upper water
column (~3 °C during El Nifo with respect to La Nina
periods) *°. There is some evidence that EI Nifio events
are becoming more frequent (see e.g. data in ref 57),
though the evidence for a link with climate change is
not strong at present.

The NAO has profound effects on weather and
water characteristics, especially temperature, in the
North Atlantic Ocean’®. A high NAO is related to
increased westerly winds and milder temperatures over
northern Europe, and a low NAO causes cooler
temperatures from decreased westerly winds*. Besides
the associated wind forcing, the impact of the NAO on
the marine ecosystems is mainly through the heat flux
between the atmosphere and the ocean, which controls
the temperature of the upper mixed layer*. It has been
shown that surface air temperature and surface sea
temperature across wide regions of the North Atlantic
Ocean, North America, the Arctic, Eurasia and the
Mediterranean are significantly correlated with the
NAQ variability®®. A substantial part (31%) of the recent
warming in the Northern Hemisphere (~ 0.15 °C per
decade) is linked to the behaviour of the NAO, in
particular a trend in its index from large amplitude
anomalies of one phase in the 1960s (negative index
values) to large amplitude anomalies of the opposite
phase since the early 1980s (positive index values)™->®.
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The NAO has been shown to affect the length of the
growing season for phytoplankton in the North Sea,
which hasincreased in parallel with the warming of SST
associated with the NAO®. Barton et al.®* have
demonstrated a strong link between the development
of spring phytoplankton in British coastal waters and
the NAO, mediated not only through direct temperature
effects but a range of subtle biological and physical
interactions. However, changes in species blooms are
complex and have been shown to depend on the
functional groups —phytoplankton bloomsin the North
Sea have generally advanced more in response to
warming than their zooplankton grazers®.

Clearly, the effects of temperature are complex and
varied. Much more workisneeded on the consequences
of global warming on phytoplankton, at a number of
scales, before we fully understand the impacts of global
climate change.

Increased Ultraviolet B Radiation (UVBR)

UVRisknown to have deleterious effects on marine
primary producers. The effects of UVBR include
inhibition of photosynthesis (due to damage to Rubisco
and toD1 and D2 proteins in PSII) and damage to DNA
(due to formation of pyrimidine dimers (=‘cyclobutane-
type dimers’ or ‘CTDs’), photohydrates and (6-4)
pyrimidones [=(6-4) photoproduct’]). In diatoms, it
hasbeen demonstrated that UVBR causes arrested cell
divisionin the G2 phase of the cell cycle and consequent
inhibition of growth®. UVBRwillalso lead to production
of reactive oxygen species and the production of lipid
peroxides. Such effects are reviewed in detail by, inter
alia, Vincent and Neale®*.

The effects of UVR on phytoplankton growth rates
are species specific, thus elevated UVR could induce
changes in community composition. For example, UVR
exposure has been shown to cause an increase in diatom
numbers at the expense of flagellates®. In contrast,
Watkins et al.® reported a decrease in epilithic diatom
populationsin the littoral zone of a boreal lake exposed
to UVBR and Peletier et al.®” and Roux et al.®® found no
effect of UVBR on species composition of the diatom-
dominated microphytobenthos of tidal flats.
Interpretation of such changesis, however, notalways
straightforward and is associated with interactions
between microalgae and higher trophic levels
(herbivores). Forinstance the components of a plankton
community in the St. Lawrence Estuary changed after
7 days of UVBR treatments. In the presence of enhanced
UVBR, there was a marked inhibition of growth of
ciliates and large phytoplankton (mostly diatoms)
compared to that under normal UVBR. At the same
time the numbers of heterotrophic bacteria and
autotrophic flagellates increased in the high UVR
treatment. These observations could be ascribed to a
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major effect of UVBR on the ciliate population, which
are major predators on the smaller organisms and thus
normally keep flagellate populations in check. Under
UVBR, ciliate populations are kept low and hence
flagellate populations could increase. Clearly then,
UVBRlevels can have profound effects on the structure
and dynamics of aquatic ecosystems and trophic flow.

Inother cases, differential responses of components
of microalgal communities can be associated with the
ability of the organisms to protect themselves with UV
screening compounds. Principally these protective
agents are mycosporine-like amino acids (MAAs),
though other compounds such as scytonemin are
important in cyanobacteria. Since different species of
microalgae have differing capacities to produce UV
screening compounds'® 707! ‘increased UVBR levels
could potentially resultin changing species dominance
in phytoplankton communities. For instance, the
bloom-forming species Phaeocystis pouchetii (Hariot)
Lagerheim, which is common in polar waters, produces
high concentrations of UV-screening compounds™.
Increases in UVBR could thus lead to increased
dominance and frequency of blooms of this organism.
This is important to the ecology of polar waters as
Phaeocystis can form mucilaginous colonies, which
are not readily consumed and passed on to higher
trophic levels. Jeffrey et al.® examined a range of
microalgae for the constitutive ability to produce UV
screening compounds. Many species that produce high
concentrations of UV-screening compounds are
responsible for dense surface blooms and some of
them, like Gymnodinium catenatum, are toxic, leading
to the possibility that enhanced UVBR levels may
increase the incidence of toxic surface blooms. More
recently, Mengelt and Prezelin™ have shown that the
domoic acid-producing diatom Pseudo-nitzschia has a
strongresilience under UV radiation (due in part to its
ability to use UVAR to enhance C fixation), possibly
explaining its capacity to produce large blooms in
shallow, surface waters.

The differential ability of some species to screen
out UVRisassociated in part with cell size®. Fora given
concentration of MAAs, for example, a larger cell will
offer a longer path length for UVR absorption. As a
consequence, enhanced UVR should lead to increased
dominance oflarger celled species. This has been shown
forbenthic diatom communities™ " and is also true for
freshwater phytoplankton .

Recently it has been observed that the effects of
UVBR are modulated by other environmental factors
such as P-starvation” 7 ™ and N-limitation®. We
have pointed out earlier in this review that increased
thermal stratification that is caused by increased
temperatures of surface waters, will lead to increased
incidence of nutrient limitation/starvation in

phytoplankton. The effect of nutrient depletion on
UVBRsensitivity thus provides an additional, synergistic,
stress on these organisms.

CONCLUSION

Itis clear from the discussion above that the various
components of global environmental change (climate
change), namely elevated CO,, temperature and UVR,
can potentially have profound effects on microalgae
and that these effects can have consequences for higher
trophic levels. It is also becoming apparent that these
individual components can interact with other
environmental factors such as nutrient availability. The
extent to which the increasinglevels of CO,, UVBRand
temperature interact between one another is an area
that has little attention so far but has far reaching
implications to our understanding of the effects of
global change on aquatic ecosystems. This is problem
thatis currently engaging the authors’ research efforts!

ACKNOWLEDGEMENTS

This paper is based on a plenary lecture presented
at the 4" Asia Pacific Phycological Forum in Bangkok
in August 2005. JBis grateful to Monash University for
atravel grant to attend this conference. Work on global
environmental change in John Beardall’s laboratory is
supported by the Australian Research Council.

REFERENCES

1. Costanza R, d’Arge R, de Groot R, Farber S, Grasso M, Hannon
B, Limburg K, Naeem S, et al. (1997) The value of the
world’s ecosystem services and natural capital. Nature 387,
253.

2. Taylor AH, Icarus A and Clark PA (2002) Extraction of a
weak climatic signal by an ecosystem. Nature 416, 629-32.

3. Hays GC, Richardson AJ and Robinson C (2005) Climate
change and marine plankton. TRENDS Ecol Evol 20, 337-
44.

4. Salawitch RJ (1998) A greenhouse warming connection.
Nature 392, 551-2.

5. Behrenfeld MJ, Randerson JT, McClain CR, Feldman GC,
Los SO, Tucker CJ, Falkowski PG, Field CB, Frouin R, Esaias
WE, Kolber DD and Pollack NH (2001) Biospheric primary
production during an ENSO transition. Science 291, 2594—
7.

6. Beardall ] and Raven JA (2004) The potential effects of global
climate change on microalgal photosynthesis, growth and
ecology. Phycologia 43, 31-45.

7. Beardall J, Beer S and Raven JA (1998) Biodiversity of marine
plants in an era of climate change: some predictions on the
basis of physiological performance. Bot Mar 41, 113-23.

8. Behrenfeld MJ, Esaias WE and Turpie KR (2002) Assessment
of primary production at the global scale. In: Phytoplankton
productivity. Carbon assimilation in marine and freshwater
ecosystems (Edited by PJ. leB.Williams, D.N. Thomas and
C.S. Reynolds), pp 156-86. Blackwell Science, Oxford.



10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

Houghton JT, Jenkins GJ and Ephraums JJ (1990). Climate
change. The IPCC scientific assessment. 365 pp. Cambridge
University Press, Cambridge.

Houghton JT, Ding Y, Griggs DJ, Noguer M, van der Linden
PJ, Dai X, Maskell L and Johnson CA (2001) Climate Change
2001: the scientific basis. 881 pp. Cambridge University Press,
Cambridge.

Raven JA and Falkowski PG (1999) Oceanic sinks for
atmospheric CO,. Plant, Cell Environ 22, 741-55.

Huber BT, Norris RD and MacLeod KG (2002) Deep-sea
paleotemperature record of extreme warmth during the
Cretaceous. Geology 30, 123-6.

Hostetler SW and Small EE (1999) Response of North
American freshwater lakes to simulated future climates. |
Am Water Resour Asso. 35, 1625-37.

Cockell CS (2000) The ultraviolet history of the terrestrial
planets — implications for biological evolution. Planet Space
Sci 48, 203-14.

Drever JI (1974) Geochemical model for the origin of
Precambrian banded iron formations. Geol Soc Am Bull 85,
1099-106.

Crutzen PJ (1992) Ultraviolet on the increase. Nature 356,
104-5.

Whitehead RE, de Mora SJ and Demers S (2000) Enhanced
UV radiation — a new problem for the marine environment.
In: The effects of UV radiation in the marine environment
(Ed. by S. de Mora, S. Demers and M. Vernet), pp. 1-34.
Cambridge University Press, Cambridge.

Vincent WF and Roy S (1993) Solar ultraviolet-B radiation
and aquatic primary production: damage, protection and
recovery. Environ Rev 1, 1-12.

Hofmann DJ and Deshler T (1991) Evidence from balloon
measurements for chemical depletion of stratospheric ozone
in the Arctic winter of 1989-90. Nature 349, 300-5.
Blumthaler M and Ambach W (1990) Indication of increasing
solar ultraviolet-B radiation flux in alpine regions. Science
248, 206-8.

Stolarski R, Bojkov R, Bishop L, Zerefos C, Stachelin J and
Zawodny J (1992) Measured trends in stratospheric ozone.
Science 256, 342-9.

Franklin L and Forster RM (1997) The changing irradiance
environment: consequences for marine macrophyte

physiology, productivity and ecology. Eur J Phycol 32, 207—
23.

Boucher NP and Prézelin BB (1996) Spectral modeling of
UV inhibition of in situ Antarctic primary production using
a field-derived biological weighting function. Photochem
Photobiol 63, 407-18.

Smith RC, Prézelin BB, Baker KS, Bridigare RR, Boucher NP,
Coley T, Karentz D, MacIntyre S, et al. (1992) Ozone
depletion: ultraviolet radiation and phytoplankton biology
in Antarctic waters. Science 255, 952-9.

Giordano M, Beardall J and Raven JA. (2005) CO,
concentrating mechanisms in algae: mechanisms,
environmental modulation and evolution. Annu Rev Plant
Biol 56, 99-131.

Raven JA, Ball L, Beardall J, Giordano M and Maberly SC
(2005). Algae lacking CCMs. Can J Bot 83, 879-90

Ball LA (2003) Carbon acquisition in the chrysophyte algae.
PhD Thesis, University of Dundee, Dundee, UK. pp. xv +
270

Tortell PD, DiTullio GR, Digman DM and Morel FMM (2002)
CO, effects on taxonomic composition and nutrient utilization
in an Equatorial Pacific phytoplankton assemblage. Mar Ecol
Prog Ser 236, 37-43.

Burkhardt S and Riebesell U (1997) CO, availability affects

30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

ScienceAsia 32 Supplement 1 (2006)

elemental composition (C:N:P) of the marine diatom
Skeletonema costatum. Mar Ecol Prog Ser 155, 67-76.
Burkhardt S, Zondervan 1 and Riebesell U (1999) Effect of
CO, concentration on C:N:P ratio in marine phytoplankton:
a species comparison. Limnol Oceanogr 44, 683-90.
Riebesell U, Revill AT, Holfsworth DG and Volkman JK
(2000) The effect of varying CO, concentration on lipid
composition and carbon isotope fractionation in Emiliania
huxleyi. Geochim et Cosmochim Acta 64, 4179-92.

Urabe J, Togari J and Elser JJ (2003) Stoichiometric impacts
of increased carbon dioxide on a planktonic herbivore. Global
Change Biol 9, 818-25.

Engel A, Thoms S, Riebesell U, Rochelle-Newall E, and
Zondervan I (2004) Polysaccharide aggregation as a potential
sink for marine dissolved organic carbon. Nature 428, 929—
31.

Engel A (2002) Direct relationship between CO,-uptake
and transparent exopolymer particles (TEP) production in
natural phytoplankton. | Plankton Res 24, 49-53.

Reynaud S, Leclercq N, Romaine-Lioud S, Ferrier-Pagés C,
Jaubert J and Gattuso J-P. (2003) Interacting effects of CO,
partial pressure and temperature on photosynthesis and
calcification in a scleractinian coral Global Change Biol 9,
1660-8.

Riebesell U, Zondervan I, Rost B, Tortell PD, Zeebe RE and
Morel FMM (2000) Reduced calcification of marine plankton
in response to increased atmospheric CO,. Nature 407, 364—
7.

Wigley TML and Raper SCB (2001) Interpretation of high
projections for global-mean warming. Science 293, 451-4.
Clegg MR, Maberly SC and Jones RI (2003) Behavioural
responses of freshwater phytoplanktonic flagellates to a
temperature gradient. Eur J Phycol 38, 195-203.

Suzuki Y and Takahashi M (1995) Growth responses of
several diatom species isolated from various environments
to temperature. J Phycol 31, 880-8.

Nehring S (1998) Establishment of thermophilic
phytoplankton species in the North Sea: biological indicators
of climatic changes? ICES J Mar Sci 55, 818-23.

Barnard R, Batten SD, Beaugrand G, Buckland C, Conway
DVP, Edwards M, Finlayson J, Gregory LW, et al. (2004)
Continuous plankton records: plankton atlas of the North
Atlantic Ocean (1958-1999). II. Biogeographical charts. Mar
Ecol Prog Ser .. (Suppl.) 11-75.

Dale B and Nordberg K (1993) Possible environmental factors
regulating prehistoric ‘blooms’ of the toxic dinoflagellate
Gymnodinium catenatum in the Kattegat—Skagerrak region
of Scandinavia. In Smayda, T. J. and Shimizu, Y. (eds), Toxic
Phytoplankton Blooms in the Sea. Elsevier Science B. V.,
New York, pp. 53-7.

Mudie PJ, Rochon A and Levac E (2002) Palynological
records of red tide-producing species in Canada: past trends
and implications for the future. Palaeogeog Palaeoclimat
Palaeoecol 180, 159-86.

Thorsen TA and Dale B (1998) Dinoflagellate cysts as
indicators of pollution and past climate in a Norwegian
fjord. Holocene 7, 433-46.

Moss B, McKee D, Atkinson D, Collings SE, Eaton JW, Gill
AB, Harvey I, Hatton K, Heyes T and Wilson D (2003) How
important is climate? Effects of warming, nutrient addition
and fish on phytoplankton in shallow lake microcosms. |
App Ecol 40, 782-92.

Alheit J, Mollmann C, Dutz J, Kornilovs G, Loewe P,
Mohrholz V and Wasmund N (2005) Synchronous ecological
regime shifts in the central Baltic and the North Sea in the
late 1980s. ICES J Mar Sci 62, 1205-15.



47.

48.

49.

50.

51.

52.

53.

54.

55.

56.

57.

58.

59.

60.

61.

62.

63.

ScienceAsia 32 Supplement 1 (2006)

Goffart A, Hecq JH and Legendre L (2002) Changes in the
development of the winter-spring phytoplankton bloom in
the Bay of Calvi (NW Mediterranean) over the last two
decades: a response to changing climate. Mar Ecol Prog Ser
236, 45-60.

Karl DM, Bidigare RR and Letelier RM (2001) Long-term
changes in plankton community structure and productivity
in the North Pacific Subtropical Gyre: The domain shift
hypothesis. Deep-Sea Research 11 48, 1449-70.

Karl MD (1999) Minireviews: A Sea of change:
Biogeochemical variability in the North Pacific Subtropical
Gyre. Ecosystems 2, 181-214.

Dyhrman ST, Chappell PD, Haley ST, Moffett JW, Orchard
ED, Waterbury JB and Webb EA (2006) Phosphonate
utilization by the globally important marine diazotroph
Trichodesmium. Nature 439: 68-71

Smol JP, Wolfe AP, Birks HJB, Douglas MSV, Jones V], Korhola
A, Pienitz R, Ruhland K et al. (2005) Climate-driven regime
shifts in the biological communities of arctic lakes. PNAS
102, 4397-402.

Park S, Brett MT, Muller-Solger A and Goldman CR (2004)
Climatic forcing and primary production in a subalpine
lake: Interannual variability as a natural experiment. Limnol
Oceanogr 49, 614-9.

Karlsson J, Jonsson A and Jansson M (2005) Productivity of
high-latitude lakes: climate effect inferred from altitude
gradient. Global Change Biol 11, 710-5.

Keller AA, Oviatt C, Walker HA and Hawk JD (1999)
Predicted impacts of elevated temperature on the magnitude
of the winter-spring phytoplankton bloom in temperature
coastal waters: a mesocosm study. Limnol Oceanog 44, 344-
56.

Keller AA, Taylor C, Oviatt C, Dorrington T, Holcombe G
and Reed L (2001) Phytoplankton production patterns in
Massachusetts Bay and the absence of the 1998 winter-spring
bloom. Mar Biol 138, 1051-62.

De Bernardi B, Ziveri P, Erba E and Thunell, RC (2005)
Coccolithophore export production during the 1997-1998
El Nifio event in Santa Barbara Basin (California). Mar
Micropaleontol 55, 107-25.

Chen D, Cane MA, Kaplan A, Zebiakl SE and Huang D
(2004). Predictability of El Nino over the past 148 years.
Nature 428, 733-6.

Hurrell JW, Kushnir Y, Ottersen G and Visbeck M (2003) An
Overview of the North Atlantic Oscillation. In The North
Atlantic Oscillation: Climatic significance and environmental
impact, eds. JW Hurrell, Y Kushnir, G Ottersen and M
Visbeck, pp 1-35; Geophysical Monograph Series Volume
134.

Hurrell JW (1996) Influence of variations in extratropical
wintertime teleconnections on Northern Hemisphere
temperature. Geophys Res Lett 23, 665-668.

Ottersen G, Planque B, Belgrano A, Post E, Redi PC and
Stenseth N (2001) Ecological effects of the North Atlantic
Oscillation. Oecologia 128, 1-14.

Barton AD, Greene CH, Monger BC and Pershing AJ (2003)
The Continuous Plankton Recorder survey and the North
Atlantic Oscillation: Interannual- to Multidecadal-scale
patterns of phytoplankton variability in the North Atlantic
Ocean. Prog Oceanogr 58, 337-58.

Edwards M and Richardson AJ (2004) The impact of climate
change on the phenology of the plankton community and
trophic mismatch. Nature 430, 881-4.

Buma AGJ, van Hannen EJ, Veldhuis MJW and Gieskes WWL
(1996) UV-B induces DNA damage and DNA synthesis delay
in the marine diatom Cyclotella sp. Sci Mar 60, 101-6.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

Vincent WF and Neale PJ (2000) Mechanisms of UV damage
to aquatic organisms. In: The effects of UV radiation in the
marine environment (Ed. by S. de Mora, S. Demers and M.
Vernet), pp. 149-76. Cambridge University Press,
Cambridge.

Villafaie VE, Helbling EW, Holm-Hansen O and Chalker BE
(1995) Acclimatization of Antarctic natural phytoplankton
assemblages when exposed to solar ultraviolet radiation. |
Plankt Res 17, 2295-306.

Watkins EM, Schindler DW, Turner MA. and Findlay D (2001)
Effects of solar ultraviolet radiation on epilithic metabolism,
and nutrient and community composition in a clear-water
boreal lake. Can J Fish Aquat Sci 58, 2059-70.

Peletier H, Gieskes WWC and Buma AJ (1996) Ultraviolet-
B resistance of benthic diatoms isolated from tidal flats in
the Dutch Wadden Sea. Mar Ecol Prog Ser 135, 163-8.
Roux R, Gosselin M, Destrosiers G and Nozais C (2002)
Effects of reduced UV radiation on a microbenthic
community during a microcosm experiment. Mar Ecol Prog
Ser 225, 29-43.

Jeffrey SW, MacTavish HS, Dunlap WC, Vesk M and
Groenewoud K (1999) Occurrence of UVA- and UVB-
absorbing compounds in 152 species (206 strains) of marine
microalgae. Mar Ecol Prog Ser 189, 35-51.

Shick JM and Dunlap WC (2002) Mycosporine-like amino
acids and related gadusols: biosynthesis, accumulation, and
UV-protective functions in aquatic organisms. Ann Rev
Physiol 64, 223-62.

Rozema J, Bjorn LO, Bornman JF Gabersik A, Hader D-P,
Trost T, Gserm M, Klish M et al. (2002) The role of UV-B
radiation in aquatic and terrestrial ecosystems — an
experimental and functional analysis of the evolution of UV-
absorbing compounds. J Photochem Photobiol B: Biology
66, 2—12.

Marchant HJ, Davidson AT and Kelly GJ (1991) UV-B
protecting compounds in the marine alga Phaeocystis pouchetii
from Antarctica. Mar Biol 109, 391-5.

Mengelt C and Prezelin BB (2005) UVA enhancement of
carbon fixation and resilience to UV inhibition in the genus
Pseudo-nitzchia may provide a competitive advantage in
high UV surface waters Mar Ecol Prog Ser 301, 81-93.
Bothwell ML, Sherbot DMJ, Roberge AC and Daley R] (1993)
Influence of natural ultraviolet-radiation on lotic periphytic
diatom community growth, biomass accrual and species
composition: short term versus long-term effects. J Phycol
29, 24-35.

Stojkovic S (2005) Studies on the effect of phosphorus
loading of streams on the susceptibility of algal biofilms to
UVB radiation. PhD Thesis. Monash University, Clayton,
Australia. pp xi + 288.

Xiong E Lederer F, Lukavsky J and Nedbal L (1996) Screening
of freshwater algae (Chlorophyta, Chromophyta) for
ultraviolet-B sensitivity of the photosynthetic apparatus. |
Plant Physiol 148, 42—488.

Shelly K, Roberts S, Heraud P and Beardall ] (2005)
Interactions between UVB exposure and phosphorus
nutrition: I Effects on growth, phosphate -uptake and
chlorophyll fluorescence. J Phycol 41, 1204-11.

Heraud P, Roberts S, Shelly K and Beardall J (2005)
Interactions between UVB exposure and phosphorus
nutrition: II. Effects on rates of damage and repair. J. Phycol
41, 1212-8.

Xenopoulos MA, Frost PC and Elser JJ (2002) Joint effects of
UV radiation and phosphorus supply on algal growth rate
and elemental composition. Ecology 83, 423-35.

Shelly K, Heraud P and Beardall J 2002. Nitrogen limitation



ScienceAsia 32 Supplement 1 (2006)

in Dunaliella tertiolecta Butcher (Chlorophyceae) leads to
increased susceptibility to damage by ultraviolet-B radiation
but also increased repair capacity. J Phycol 39, 1-8.




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveEPSInfo true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /Unknown

  /Description <<
    /ENU (Use these settings to create PDF documents with higher image resolution for improved printing quality. The PDF documents can be opened with Acrobat and Reader 5.0 and later.)
    /JPN <FEFF3053306e8a2d5b9a306f30019ad889e350cf5ea6753b50cf3092542b308000200050004400460020658766f830924f5c62103059308b3068304d306b4f7f75283057307e30593002537052376642306e753b8cea3092670059279650306b4fdd306430533068304c3067304d307e305930023053306e8a2d5b9a30674f5c62103057305f00200050004400460020658766f8306f0020004100630072006f0062006100740020304a30883073002000520065006100640065007200200035002e003000204ee5964d30678868793a3067304d307e30593002>
  >>
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


