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Abstract Arctic marine unicellular eukaryotes are com-
posed of microalgae and non-autotrophic protists. These
eukaryotes comprise a well-diversified group of organisms
that are either adapted to live in the upper water column of
coastal and oceanic regions, here defined as phytoplankton/
pelagic communities, or in bottom horizons of sea ice and
known as sympagic/sea-ice-associated communities. There
are approximately 5,000 recognized legitimate marine

phytoplankton species and an unknown number of sym-
pagic eukaryotes. Although pelagic and sea-ice eukaryotes
have been described since the exploration phase of the
Arctic regions up to the early twentieth century, no
synthesis regarding information from all Arctic seas have
been undertaken, and no exhaustive current information
provides the exact number and composition of species on a
pan-Arctic scale. In a first attempt to assess the pan-Arctic
diversity of pelagic and sea-ice eukaryotes, a wealth of data
from various sources (e.g., scientific publications, unpub-
lished reports, databases) were reviewed, while taxonomic
data were confirmed with current nomenclature and
classification. We report a total of 2,106 marine single-
celled eukaryote taxa with 1,874 phytoplankton and 1,027
sympagic taxa from four grouped pan-Arctic regions,
namely Alaska, Canada, Scandinavia including Greenland
and the Russian Federation. Both phytoplankton and
sympagic taxa were present in four of the six super-
groups of eukaryotes described by Adl et al. (J Eukaryot
Microbiol 52:399-451, 2005), which are Archaeplastida
(chlorophytes and prasinophytes), Chromalveolata (e.g.,
chrysophytes, cryptophytes, diatoms, dictyochophytes,
dinoflagellates and prymnesiophytes), Excavata (eugle-
nids) and Opisthokonta (choanoflagellates). The bulk of
this marine biodiversity of Arctic microorganisms con-
sists of large cells (>20 μm) mainly due to examination
at low magnification under light microscopy. Future
efforts should focus enhancing our knowledge of the
biological diversity of small cells (<20 μm), which
represent less than 20% of our actual biodiversity
assessment of pan-Arctic regions.
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Introduction

Polar regions, and more specifically the Arctic, have received
a growing interest over the past decades due to the threatening
impact of global warming (e.g., Johannessen et al. 1999;
Moritz et al. 2002; Serreze et al. 2007; Thomas and
Dieckmann 2010). Environmental changes are already
observed at a pan-Arctic scale and include a decline in the
volume and extent of the sea-ice cover (Comiso et al.
2008), an advance in the melt period (Comiso 2006;
Markus et al. 2009), and an increase in river discharge to
the Arctic Ocean (McClelland et al. 2006; Peterson et al.
2002) due to increasing precipitation and terrestrial ice
melt (Peterson et al. 2006). Over the last decade, Arctic
sea ice has undergone an unprecedented reduction in
extent and thickness, exposing an ever growing fraction of
the sea surface to solar radiation, therefore, increasing the
phytoplankton production (Pabi et al. 2008). At the same
time, increased stratification and nutrient depletion in the
euphotic zone may cause shifts in the taxonomic compo-
sition of phytoplankton (Tremblay et al. 2009), as recently
recorded by increasing abundances of small-sized (<2 μm
in diameter) phytoplankton cells and decreasing nano-
phytoplankton cells (Li et al. 2009). Increased ice-free
conditions may also favor and extend northwardly the
intrusion of Atlantic phytoplankton species, such as
Emiliania huxleyi (Lohmann) Hay & Mohler, along the
northern sector of the western Eurasian shelves (Hegseth
and Sundfjord 2008). Similarly, a consequence of regional
climate warming may explain the reappearance of the
North Pacific plankton diatom, Neodenticula seminae
(Simonsen & Kanaya) Akiba & Yanagisawa, in the North
Atlantic through a pulse of Pacific water via the Canadian
Arctic Archipelago and/or the Fram Strait (Poulin et al.
2010; Reid et al. 2007).

Ice algae constitute the second source of primary
production in Arctic seas, with the highest relative
contribution in the central Arctic Ocean (Gosselin et al.
1997). The increased freshening of surface waters under-
neath multi-year ice likely impacts the sea-ice biota
(Melnikov et al. 2002). Increasing extent of annually
formed sea ice over the Arctic Ocean, with vanishing
and restricted multi-year ice limited to the northern
regions of the Canadian Archipelago and Greenland (as
reported for 2008 by the US National Snow and Ice
Centre), may result in higher biomass of sympagic (i.e.,
sea-ice-associated) unicellular eukaryote taxa available
for the upper trophic levels at the time of minimum
irradiance reaching the polar surface waters. Higher
likelihood of upwelling events along the transitional
zone between ice-edge and coastal regions of the Arctic
Ocean may contribute to enhance primary production
and eukaryote biomass accumulation in annually formed

sea ice during the vernal season (Benoît Philippe,
personal communication).

Through international agreements on the Convention on
Biological Diversity and global initiatives, such as the
Arctic Ocean Diversity component of the Census of Marine
Life, there is a pressing need at documenting the current
biodiversity of the Arctic Ocean at a pan-Arctic scale in
order to assist the circumarctic countries in developing
conservation strategies and monitoring plans of marine
biodiversity. Not only had the United Nations declared
2010 the International Year of Biodiversity, but with the
unprecedented rate of climate change affecting more
specifically the Arctic, it is also becoming imperative to
assess the biological diversity of all marine organisms
across the entire Arctic region. Macroorganisms still remain
the focal point of biodiversity issues because they are much
easier to manage and more promptly significant to both
decision-makers, Arctic peoples and the general public.
Conversely, at the opposite end of the scale, microscopic
organisms—and more precisely marine phytoplankton and
sea-ice eukaryotes—are still puzzlingly without mention in
the United Nations Convention on Biological Diversity
(UNEP 1994).

Marine phytoplankton and sympagic algae comprise a
group of photosynthetic, single-celled organisms that are
acclimated to grow and develop in the upper water column
of oceans and in polar sea ice, respectively. In the broader
sense defined in this paper, this group also encompasses
some non-autotrophic eukaryotes, excluding amoebae,
ciliates, foraminiferans and radiolarians. These marine
eukaryotic cells range in size from 0.2 to 200 μm and are
further segregated into the pico- (<2 μm), nano- (2–20 μm)
and micro-sized fractions (20–200 μm) of the scaling
plankton nomenclature (Sieburth et al. 1978). Marine
phytoplankton contribute more than 45% of the annual net
primary production of the planet (Falkowski et al. 2004;
Simon et al. 2009), while sympagic algae are contributing
up to 57% of the total primary production in the central
Arctic Ocean (Gosselin et al. 1997) and between 3 and 25%
in Arctic shelf regions (Legendre et al. 1992).

It is, therefore, becoming imperative to increase our
knowledge of the biodiversity of marine unicellular
eukaryotes as climate change affects more severely and
more rapidly the Arctic regions. There is no current
inventory of marine phytoplankton and sea-ice unicellular
eukaryotes at a pan-Arctic scale, and not even at regional
scales. Large autotrophic diatoms have been recorded in
Arctic regions for almost two centuries (Ehrenberg 1841,
1853), with the first studies on sea-ice diatoms focusing
mostly on taxonomy (i.e., description of new taxa) and
phytogeography (Cleve 1873, 1883, 1896; Cleve and
Grunow 1880; Gran 1897, 1904; Grunow 1884; Østrup
1895, 1897; Vanhöffen 1897), whereas only a few
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inventories have reported on the presence of other groups of
phytoplankton (Grøntved and Seidenfaden 1938; Hsiao
1983; Lovejoy et al. 2002; Okolodkov and Dodge 1996;
Ratkova and Wassmann 2005) and sympagic algae (Horner
1985; Hsiao 1983; Ilyash and Zhitina 2009; Okolodkov
1992; Ratkova and Wassmann 2005) from specific Arctic
locations.

A recent reassessment of the higher classification of
eukaryotes based on ultrastructural and molecular
approaches recognized six super-groups (Adl et al. 2005),
and the marine phytoplankton and sympagic eukaryotes
have representatives in four of these super-groups as
previously reported for worldwide oceanic phytoplankton
(Simon et al. 2009). Here, we followed the newly proposed
classification of eukaryotes (Adl et al. 2005) in this
collaborative effort to assess, for the first time, the biological
diversity of marine phytoplankton and sea-ice unicellular
eukaryotes at a pan-Arctic scale focusing, however, on
Alaska, Canada, Scandinavia including Greenland, and the
Russian Federation.

At the onset of this study, the main objectives were to (1)
compile, for the first time, a comprehensive baseline study
of the biodiversity of marine phytoplankton and sea-ice
eukaryotes in the main coastal Arctic regions based only on
presence/absence data, (2) compare the biological diversity
of these marine eukaryotes between Arctic regions, and (3)
update the nomenclature with the most current development
in the systematics and classification of unicellular marine
eukaryotes. Only the second objective of this study is
discussed in this paper, because both the comprehensive
data sets of Arctic marine eukaryotes and the updated
nomenclatural information are still under revision.

Materials and methods

The biological diversity of marine, autotrophic and non-
autotrophic pelagic and sympagic eukaryotes, excluding
amoebae, ciliates, foraminiferans and radiolarians, was
gathered from the main coastal circumarctic regions, namely
Alaska, Canada, Scandinavia and Greenland (hereafter
referred to only Scandinavia), and the Russian Federation. A
wealth of taxonomic data was reviewed for presence/absence
of marine eukaryotic cells flourishing in the pelagic waters of
the northern polar seas, landfast and first and multi-year pack
ice of the main Arctic regions. Various documentary sources
were screened, such as scientific publications and books, MSc
and PhD theses, published and unpublished government and
industry reports, and personal databases (some of which are
accessible through the internet). For the majority of the
documents inventoried, the data acquisition was mainly based
on species lists, which were rarely supplemented with
illustrated drawings or light micrographs. However, old

taxonomic documents referring to the first descriptions of
new taxonomic entities from polar regions were excluded
from this survey (e.g., Cleve 1883, 1896; Gran 1904; Grunow
1884; Østrup 1895). Two major electronic spreadsheets, one
for phytoplankton and one for sympagic eukaryotes,
including recognized species (e.g., Nitzschia frigida), labeled
species (e.g., Navicula sp. 1) and unidentified taxa (e.g.,
Actinocyclus spp.), based on presence/absence were gener-
ated for each of the main coastal circumarctic countries and
are presently maintained, though still incompletely verified,
at the Canadian Museum of Nature in Ottawa, Canada
(mpoulin@mus-nature.ca). The taxonomic data file has not
been entirely checked yet for author’s authenticity, synony-
my and spelling mistakes, but is available through the Arctic
Register of Marine Species (ARMS: http://www.marine
species.org/arms) within the World Register of Marine
Species (WoRMS) where it will be refined over time. Due
to the urgency compiling a first biodiversity list of Arctic
marine eukaryotes, we were unable to generate at this stage
complementary data sets incorporating cell abundance values
in relation to time and space, water depth and ice horizon
sampled, ultimately appealing for pan-Arctic-scale mapping.

A total of 18 documentary sources were surveyed for the
Alaskan Arctic, including the Bering Sea, the Arctic Ocean,
and the continental shelf of Chukchi and Beaufort seas. For
the Canadian Arctic, 78 documents were screened for the
Hudson Bay system (i.e., Hudson Bay, Hudson Strait and
Foxe Basin), the eastern Arctic (i.e., southern Davis Strait
to northern Baffin Bay and Nares Strait), the western Arctic
(i.e., Beaufort Sea to Amundsen Gulf and Franklin Bay),
the Canadian Archipelago and the Canada Basin. In the
Scandinavian Arctic, 71 documents were surveyed from the
west coast of Greenland, the Norwegian and Greenland
seas, Svalbard and the Norwegian Barents Sea. A total of
61 documentary sources were screened for the Russian
Federation from the White Sea on the westernmost part of
the country to the Far East Siberian Sea, Chukchi and
Bering seas, and the Arctic Basin and Ocean.

All taxonomic information, still in progress, was confirmed
with current nomenclature of the marine unicellular eukaryote
taxa, while following the higher-level classification of
eukaryotic protists proposed recently by Adl et al. (2005).

Results

The marine phytoplankton and sea-ice eukaryotes from the
Arctic regions of Alaska, Canada, Scandinavia and the
Russian Federation were classified into four super-groups:
Archaeplastida (chlorophytes and prasinophytes), Chromal-
veolata (e.g., chrysophytes, cryptophytes, diatoms, dictyo-
chophytes, dinoflagellates and prymnesiophytes), Excavata
(euglenids) and Opisthokonta (choanoflagellates) (Table 1).
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The Chromalveolata contain most of the marine micro-
scopic taxa recorded from the pan-Arctic regions, with the
Stramenopiles and Alveolata representing 62% and 21% of
the total number of eukaryote taxa, respectively. A total of
2,106 marine single-celled eukaryote taxa (i.e., 1,874

phytoplankton and 1,027 sympagic taxa) were recorded at
the pan-Arctic scale and the micro-sized fraction (i.e., 20–
200 μm), mainly consisting of large-celled diatoms and
dinoflagellates, accounted for 79% of all microscopic forms
(Table 2). The Canadian and Russian Arctic showed the

AMOEBOZOA

ARCHAEPLASTIDA Chloroplastida Chlorophyta, Prasinophytae

CHROMALVEOLATA Stramenopiles Bacillariophyta (diatoms), Bicosoecida,
Chrysophyceae, Dictyochophyceae,
Pelagophyceae, Raphidophyceae,
Synurales, Xanthophyceae

Cryptophyceae

Haptophyta Prymnesiophyceae

Alveolata Dinozoa (dinoflagellates)

EXCAVATA Euglenozoa (euglenids) Euglenida, Kinetoplastea

OPISTHOKONTA Choanomonada (choanoflagellates)

RHIZARIA

Table 1 Higher level classifica-
tion of Arctic marine phyto-
plankton and sympagic
unicellular eukaryote taxa
following Adl et al. (2005)

Table 2 Total numbers of Arctic and Antarctic marine unicellular eukaryote taxa based on current pan-Arctic record inventory and from the
literature, respectively

Group Arctic Antarctica, b, c

Alaska Canada Scandinavia Russia Total

Archaeplastida

Chlorophyta 12 34 3 17 55 1

Prasinophytae 1 42 25 18 60 7

Chromalveolata

Centric diatoms 99 199 132 202 297 115

Pennate diatoms 232 604 251 563 930 80

Bicosoecida 0 7 5 1 10 1

Chrysophyceae 9 22 18 8 38 14

Dictyochophyceae 3 14 9 9 19 4

Pelagophyceae 1 0 0 0 1 0

Raphidophyceae 0 2 1 2 3 0

Synurales 0 3 3 0 6 1

Xanthophyceae 1 3 0 0 3 0

Cryptophyceae 0 23 10 9 30 3

Prymnesiophyceae 2 33 45 10 70 43

Dinoflagellates 74 266 183 257 441 66

Excavata

Euglenida 3 14 4 10 20 3

Kinetoplastea 1 8 1 0 9 2

Opisthokonta

Choanoflagellates 0 30 39 9 46 32

Cyanophyta 0 4 0 9 12 0

Incertae sedis 5 42 25 4 56 10

Total 443 1350 754 1128 2106 153b–388c

a Horner (1985)
b Palmisano and Garrison (1993)
c Scott and Marchant (2005)
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highest numbers of marine eukaryotes with 1,350 and 1,128
taxa, respectively, while pennate diatoms dominated in each
of the four pan-Arctic countries, accounting for between
33% and 52% of all phytoplankton and sympagic eukaryote
taxa. The marine Arctic phytoplankton were predominantly
represented by Stramenopiles (60%), mostly diatoms
(57%), followed by Alveolates with dinoflagellates (23%),
while Arctic sympagic eukaryotes showed a strong domi-
nance of Stramenopiles (74%) with diatoms (71%) and
Alveolates with dinoflagellates (13%) (data not shown).

The lowest and highest diversity of Arctic marine phyto-
plankton were recorded for Alaska and Canada with 272 and
1,229 eukaryote taxa, respectively, with intermediate records
for Scandinavia (including Greenland) and the Russian
Federation with 686 and 954 taxa, respectively (data not
shown). This low number of eukaryote taxa reported for the
Alaskan Arctic is explained by the lowest number of
investigations conducted in these regions. The Arctic phyto-
plankton communities are mainly represented by pennate
diatoms, dinoflagellates and centric diatoms, except in Alaska
where the latter group predominate in terms of number of taxa
(Fig. 1). The contribution of small autotrophic and heterotro-

phic eukaryotes (<20 μm) accounted between 9% and 15% in
the Russian and Alaskan Arctic, and up to 20% and 22% in
Scandinavian and Canadian Arctic, respectively. The propor-
tion of eukaryote taxa from a freshwater origin varied from
5% to a maximum of 18% of the marine phytoplankton
recorded in the Canadian Arctic (data not shown).

At the pan-Arctic scale, landfast and pack ice are
predominantly colonized by pennate diatoms, which
accounted for 52% in the Scandinavian Arctic up to 77%
in Alaska (Fig. 2). The highest diversity was recorded in the
Russian Arctic with 697 sympagic taxa, followed by the
Canadian, Scandinavian and Alaskan Arctic with 540, 276
and 275 taxa, respectively. The proportion of small-celled
autotrophic and heterotrophic eukaryotes varied between
4% and 8% for Alaska and Russia, respectively, and 21% in
Scandinavia, while freshwater taxa accounted for a maxi-
mum of 22% in the Scandinavian Arctic.

Further examination of the data set, still incompletely
verified for nomenclature at present, of all marine phytoplank-
ton and sympagic eukaryotes (data not shown) highlighted
some taxa that were the most frequently reported in both
environments for the whole Arctic (Table 3); the high

Fig. 1 Relative proportion (%)
of marine phytoplankton taxa
recorded from the Alaskan,
Canadian, Scandinavian includ-
ing Greenland and Russian
Arctic. A centric diatoms; B
pennate diatoms; C dinoflagel-
lates; D other stramenopiles;
E remaining groups; F incertae
sedis + choanoflagellates (refer
to Table 1)
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frequency of recorded taxa listed for Alaska may result from
the low number of recorded inventories. Some colonial centric
(Chaetoceros furcillatus [new name following Peterson et al.
(1999)], Thalassiosira gravida, T. nordenskioeldii) and
pennate (Fragilariopsis oceanica) diatoms, and the solitary
pennate diatom Cylindrotheca closterium and the heterotro-
phic dinoflagellate Protoperidinium pellucidum are character-
ized by being marine cold-water phytoplankton taxa
widespread across the northern polar seas, except for the
latter taxon more omnipresent in warm to temperate regions.
In landfast and pack ice, some colonial (Entomoneis
kjellmanii, Fragilariopsis cylindrus, F. oceanica, Nitzschia
frigida, Pauliella taeniata) and solitary (Cylindrotheca
closterium, Navicula directa) pennate diatoms, and the
colonial centric Melosira arctica and solitary, epiphytic
Attheya septentrionalis can be considered sympagic and/or
strikingly associated with northern polar sea ice, while N.

frigida can be regarded as the sentinel species endemic of
sympagic communities.

Mostly ubiquitous in northern marine environments, the
cold-adapted pelagic diatoms Thalassiosira gravida (prob-
ably with some records corresponding to misidentified T.
antarctica var. borealis Fryxell et al.; see Discussion) and
T. nordenskioeldii are typically occurring underneath the ice
or in ice-free waters throughout the Arctic. Depicted as
truly sympagic taxa from Arctic sea ice, Melosira arctica,
Fragilariopsis cylindrus, F. oceanica and Nitzschia frigida
are always present in annually formed sea ice. Another
interesting pennate diatom is the solitary Cylindrotheca
closterium, which occurred both in pelagic waters as well
as in polar sea ice throughout the entire Arctic regions.

Two pelagic diatoms, Manguinea rigida (M. Peragallo)
Paddock and Membraneis challengerii (Grunow) Paddock,
known to occur in southern polar Antarctic waters have

Fig. 2 Relative proportion (%)
of marine sea-ice eukaryote taxa
recorded from the Alaskan,
Canadian, Scandinavian includ-
ing Greenland and Russian
Arctic. A centric diatoms;
B pennate diatoms; C dinofla-
gellates; C other stramenopiles;
E remaining groups; F incertae
sedis + choanoflagellates (refer
to Table 1)
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Table 3 List of the most frequently reported marine phytoplankton
and sea-ice eukaryote taxa from the four main pan-Arctic regions.
Bold characters highlight taxa present in at least three regions; habitat

characteristics from the literature are presented once when taxa are
first mentioned

Alaska Canada Scandinavia Russia

Phytoplankton taxa

Centric diatoms

Attheya septentrionalisI, m, p (Østrup) Crawford A. septentrionalis C. decipiens C. contortus
a Chaetoceros contortusP, m, p Schütt C. decipiensP, m, c Cleve C. furcillatus T. gravida

C. furcillatusP, m, p Bailey C. furcillatus C. socialis T. nordenskioeldii

C. socialisP, m, p Lauder C. wighamii T. gravida

C. wighamiiP, b-m, p Brightwell E. groenlandica T. nordenskioeldii

Eucampia groenlandicaP, m, p Cleve T. gravida

Thalassiosira gravidaP, m, p-t Cleve T. nordenskioeldii

T. nordenskioeldiiP, m, p-t Cleve

Pennate diatoms

Cylindrotheca closteriumI-P, m, c (Ehrenberg)
Reimann & Lewin

C. closterium F. oceanica C. closterium

Fragilariopsis cylindrusI-P, m, p-t (Cleve) Frenguelli F. cylindrus T. nitzschioides

F. oceanicaP, m, p-t (Cleve) Hasle F. oceanica

Nitzschia frigidaI, m, p Grunow N. frigida

Pseudo-nitzschia seriataP, m, p-t (Cleve) H. Peragallo P. seriata

Thalassionema nitzschioidesP, m, p-t (Grunow)
Mereschkowsky

Dinoflagellates

Protoperidinium brevipesP, m, p Paulsen & Balech P. pellucidum P. brevipes

P. pellucidumP, m, w-t Bergh P. pellucidum

Prymnesiophyte

Phaeocystis pouchetiiP, m, p (Hariot) Lagerheim P. pouchetii

Sea-ice taxa

Centric diatoms

A. septentrionalis A. septentrionalis A. septentrionalis M. arctica

Melosira arcticaP, m, p Dickie M. arctica M. arctica

Pennate diatoms

C. closterium C. closterium C. closterium C. closterium

Entomoneis kjellmaniiI, m, p (Cleve) Poulin & Cardinal E. kjellmanii F. cylindrus E. kjellmanii

F. cylindrus F. cylindrus F. oceanica F. cylindrus

F. oceanica F. oceanica N. pelagica F. oceanica

Navicula directaI-B, m, p-t (W. Smith) Ralfs N. directa N. frigida N. directa

N. pelagicaI, m, p Cleve N. transitans P. taeniata N. transitans
v. derasa

N. transitansI, m, p Cleve N. frigida N. frigida

N. transitans v. derasaI, m, p (Grunow) Cleve N. longissima N. polaris

Nitzschia frigida P. taeniata P. delicatissima

N. longissimaB-P, m, p-t (Brébisson) Ralfs

N. polarisI, m, p Grunow

Pauliella taeniataI-P, m, p (Grunow) Round & Basson

Pseudo-nitzschia delicatissimaP, m, p-t (Cleve) Heiden

a Specimens most probably erroneously recorded as tropical, warm water Chaetoceros compressus Lauder
I Sea-ice taxa, P phytoplankton taxa, B benthic taxa; m marine, b brackish, c cosmopolitan, p polar (cold) water, t temperate water, w warm water
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been recorded scarcely in the Canadian Arctic. Manguinea
rigida occurred once in the phytoplankton of Amundsen
Gulf, southeast Beaufort Sea in the western Arctic and in
sea ice in both Franklin Bay, southeast Beaufort Sea and in
northern Baffin Bay in the eastern Arctic, while Membra-
neis challengerii was recorded only once in sea ice from the
northern Baffin Bay.

A certain number of known harmful eukaryotes have also
been recorded in the marine phytoplankton and sympagic
communities across the entire Arctic regions, which are more
widespread in tropical to temperate coastal waters, forming
massive bloom events, causing not only public health threats
but also fish, aquatic bird and mammal kills (Table 4). A total
of 37 potentially toxic species were recorded, including 25

Taxon Phytoplankton Sea ice

Diatoms

Amphora coffeaeformis (Agardh) Kützing 2, 3, 4 1, 2, 4

Pseudo-nitzschia australis Frenguelli 3, 4 3, 4

P. calliantha Lundholm et al. np 4

P. delicatissima 1, 2, 3, 4 1, 2, 3, 4

P. fraudulenta (Cleve) Hasle 3 4

P. multiseries (Hasle) Hasle 3 np

P. pungens (Cleve) Hasle 1, 2, 3, 4 1, 2, 4

P. seriata 1, 2, 3, 4 1, 2, 3, 4

P. turgidula (Hustedt) Hasle 2, 3 2

Raphidophytes

Heterosigma akashiwo (Hada) Hara & Chihara 2, 4 4

Prymnesiophytes

Chrysochromulina leadbeateri Estep et al. 3 np

Phaeocystis pouchetii 1, 2, 3, 4 2, 3, 4

Dinoflagellates

Alexandrium hiranoi Kita & Fukuyo 1 np

A. minutum Halim 3, 4 4

A. monilatum (Howell) Taylor 2, 3 2

A. ostenfeldii (Paulsen) Balech & Tangen 2, 3, 4 4

A. tamarense (Lebour) Balech 1, 2, 3, 4 2, 3, 4

Amphidinium carterae Hulburt 2, 4 4

A. operculatum Claparède & Lachmann 1, 2, 3 4

Cochlodinium polykrikoides Margalef 3 np

Coolia monotis Meunier 2 2

Dinophysis acuminata Claparède & Lachmann 1, 2, 3, 4 2, 4

D. acuta Ehrenberg 1, 2, 3, 4 4

D. caudata Saville-Kent 2 2

D. fortii Pavillard 2, 3, 4 np

D. norvegica 1, 2, 3, 4 4

D. rotundata Claparède & Lachmann 4 np

Gonyaulax spinifera (Claparède & Lachmann) Diesing 1, 2, 3, 4 4

Karenia brevis (Davis) Hansen & Moestrup 2 4

K. mikimotoi (Oda) Hansen & Moestrup 2 np

Karlodinium veneficum (Ballantine) Larsen 3, 4 3, 4

Lingulodinium polyedrum (Stein) Dodge 1, 2, 3, 4 np

Phalacroma rotundatum (Claparède & Lachmann) Kofoid & Michener 1, 2, 3 np

Prorocentrum lima (Ehrenberg) Dodge 2, 4 4

P. minimum (Pavillard) Schiller 2, 3, 4 4

Protoceratium reticulatum (Claparède & Lachmann) Bütschli 1, 2, 3 3, 4

Protoperidinium crassipes (Kofoid) Balech 1, 2, 4 np

Table 4 List of potentially
harmful/toxic marine unicellular
eukaryote taxa recorded in
phytoplankton and sea-ice
communities across the whole
Arctic regions

1 Alaska, 2 Canada, 3 Scandi-
navia including Greenland,
4 Russia, np not present
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dinoflagellates mainly of the genera Alexandrium Halim and
Dinophysis Ehrenberg, nine diatoms mostly of the genus
Pseudo-nitzschia H. Peragallo, two prymnesiophytes, in-
cluding Phaeocystis pouchetii, and the raphidophyte Hetero-
sigma akashiwo. The most frequently recorded taxa
throughout the four Arctic regions were the planktonic
diatoms Pseudo-nitzschia delicatissima, P. pungens and P.
seriata, the dinoflagellates Alexandrium tamarense, Dinoph-
ysis acuminata, D. acuta, D. norvegica, Gonyaulax spinifera
and Protoceratium reticulatum, and the prymnesiophyte
Phaeocystis pouchetii.

Discussion

Both Arctic phytoplankton and sea-ice eukaryote commu-
nities are controlled by a suite of environmental variables
(e.g., nutrients, irradiance, snow and sea-ice cover, water
stratification, salinity, temperature) that will determine their
abundance, biomass and taxonomic composition through
time, region, water depth and ice thickness. Unfortunately,
this study reports only data based on the presence/absence
of marine microscopic eukaryotes, neglecting geographical
coordinate data, abundance values, water depth and ice
horizon sampled. This simplified data set prevents us from
drawing stronger conclusions about hot spots, knowledge
gaps and the autecology of characteristic northern polar
microorganisms. The high variability in the number of
marine unicellular eukaryotes observed across the Arctic is
closely related to the sampling effort, which is strongly
dependent on the funding support from the various circum-
arctic countries for these remote oceanographic expeditions
and the strategic orientation of research programs (Figs. 3
and 4). In the broad sense, without targeting any specific
circumarctic regions, a high frequency in the number of
inventory records for phytoplankton was observed in the
Hudson Bay system, the Norwegian Barents Sea and
Laptev Sea (Fig. 3), while for sea-ice eukaryotes, a
moderately-high number of inventory records was noticed
for the Beaufort/Chukchi seas, Hudson Bay, Baffin Bay and
the Norwegian Barents Sea (Fig. 4). Finally, lower numbers
of inventory records for both phytoplankton and sea-ice
eukaryotes were distributed throughout the other surveyed
circumarctic regions.

Since the first report of 114 marine phytoplankton
taxa in the northern polar seas between the Canadian
Ellesmere and Baffin islands and Greenland (Grøntved
and Seidenfaden 1938), the last three decades have been
successful in generating new information about these
marine single-celled eukaryote species for the whole
Arctic regions (Table 5). Lovejoy et al. (2002) recorded
a total of 178 taxa, with twice the number of small-sized
autotrophic and heterotrophic cells compared with the 65-

year-old study of Grøntved and Seidenfaden (1938)
conducted in the same Arctic region. Hsiao (1983) was
the first to compile all taxonomic entries for the whole
Canadian Arctic, recording 354 phytoplankton and 205
sea-ice eukaryote taxa. In the Russian Arctic which
extends across 160° of longitude, phytoplankton and sea-
ice eukaryotes accounted for 156 taxa in the Chukchi, East
Siberian and Laptev seas (Okolodkov 1992), while
Ratkova and Wassmann (2005) recorded 237 phytoplank-
ton and 230 sympagic taxa from the Barents and White
seas. It would seem that the taxonomic composition of
sea-ice eukaryotes decreased in the westward direction in
the Russian Arctic (Ilyash and Zhitina 2009). Only Horner
(1985) was the first to report a total of 23 phytoplankton
and 290 sympagic eukaryote taxa for the entire Arctic regions,
which surprisingly turned out to be much less than the previous
species inventory by Hsiao (1983) for the whole Canadian
Arctic, including the Hudson Bay system. Only recently,
Ikävalko (2003) reported the presence of 863 sympagic
eukaryote taxa for the whole Arctic with, however, several
questionable records. Now this first list of marine single-
celled phytoplankton and sea-ice eukaryotes with 1,874 and
1,027 taxa, respectively, for the whole Arctic regions (i.e.,
Alaska, Canada, Scandinavia including Greenland, Russian
Federation) represents the base line data that will be useful in
future monitoring plan.

The most frequently recorded marine phytoplankton
diatom taxa at the pan-Arctic scale consist of the cold water
centric Chaetoceros furcillatus, Thalassiosira gravida and T.
nordenskioeldii, and pennate Cylindrotheca closterium and
Fragilariopsis oceanica, which are characteristic of northern
polar seas (Degerlund and Eilertsen 2010; Hegseth and
Sundfjord 2008; Sakshaug et al. 2009; Tremblay et al. 2009)
but also extending their distribution to temperate waters
where they can be abundant in the spring blooms (Bérard-
Therriault et al. 1999; von Quillfeldt 2000a). Another
frequently reported taxon across the Arctic is the warm to
temperate water armoured heterotrophic dinoflagellate Proto-
peridinium pellucidum. In the northern polar regions, the
most commonly recorded pennate diatoms Cylindrotheca
closterium, Entomoneis kjellmanii, Fragilariopsis cylindrus,
F. oceanica, Navicula directa, Nitzschia frigida and Pau-
liella taeniata are always strongly associated with the bottom
horizon of landfast and pack ice (Melnikov et al. 2002;
Różańska et al. 2009; von Quillfeldt et al. 2009). Most of
these diatom species form long ribbon-shaped and arbores-
cent colonies, except for the solitary C. closterium and N.
directa. The consistent occurrence of the sympagic diatom
N. frigida across the whole Arctic and its high adaptation to
a wide range of light regimes make it a key species of the
northern polar sea ice (Hegseth 1992; Różańska et al. 2009).
Two centric diatoms, Attheya septentrionalis and Melosira
arctica, are also very commonly associated with polar sea
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ice; the former usually being epiphytic on large diatom cells
(e.g., Entomoneis spp., Nitzschia spp.), while the latter is
characteristically a sub-ice colonial species. Melosira arctica
is unique in that it is free-floating or loosely attached to the
under-ice forming very long curtains that trail into the water
column attached to the underside of Arctic sea ice (Ambrose
et al. 2005; Gradinger 1998; von Quillfeldt 1997).

Comparison to other regions

At the global scale, the marine Arctic unicellular eukaryotes
display a rather high taxonomic diversity compared with
the classic portrayal of this northern cold environment as

being biologically poorly diversified (Archambault et al.
2010). If the number of worldwide recognized microscopic
algae, recently estimated at 24,300 taxa (Poulin and
Williams 2002), including some 5,000 phytoplankton taxa
in the world oceans (Sournia et al. 1991; Tett and Barton
1995), then our number of pan-Arctic phytoplankton and
sea-ice unicellular eukaryotes at 2,106 taxa is a respectable
fraction. Our estimate is considerably higher than 153 to
388 taxa reported for its Antarctic counterpart (Table 2;
Horner 1985; Palmisano and Garrison 1993; Scott and
Marchant 2005). This low species richness of marine
Antarctic unicellular eukaryotes may be explained by
historical scientific interests, less effort spent identifying

Fig. 3 Number of phytoplankton inventory records throughout the Arctic regions
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species and more on experimental studies (Horner 1985),
but more likely represents an underestimation of the real
diversity of Antarctic protists.

There are only some 200 unicellular eukaryote taxa,
corresponding approximately to 75% large cells (>20 μm)
versus 25% small cells (<20 μm), that have been reported
from both Arctic and Antarctic phytoplankton and sea-ice
communities with, however, unanswered questions regard-
ing their truly bipolar nature. There are several questionable
occurrences, such as the sea-ice diatoms Navicula glaciei
Van Heurck or Nitzschia frigida recorded in Hudson Bay in
the Canadian sub-Arctic and in Antarctic, respectively, that
are very likely due to misidentifications (Palmisano and
Garrison 1993; Poulin et al. 1983; Scott and Marchant
2005). There are a suite of small naviculoid diatoms closely

related to N. glaciei (Poulin and Cardinal 1982), while in
the Antarctic sea ice Nitzschia stellata Manguin is known
to form arborescent colonies similar to N. frigida, but the
two species are morphologically different (Medlin and
Hasle 1990). This is especially the case for the hard to
differentiate Thalassiosira antarctica var. borealis from T.
gravida (von Quillfeldt 2000a, 2001), or the recently
described Nitzschia promare Medlin and Fossula arctica
Hasle et al., which may have been previously recorded as
Nitzschia, Fragilariopsis and Fragilaria species (Hasle et
al. 1996; Medlin and Hasle 1990; Sakshaug et al. 2009; von
Quillfeldt 2001).

The lack of authenticated taxonomic reports prevented
accurate species level identification to access bipolarity,
even though some efforts resulted in a better circumscrip-

Fig. 4 Number of sea-ice eukaryote inventory records throughout the Arctic regions
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tion of mostly large-celled eukaryotes, namely diatoms
(Hasle et al. 1996; Medlin and Hasle 1990; Medlin and
Priddle 1990; Poulin 1990, 1991, 1993; von Quillfeldt
2000b). The situation is even more problematic for small-
sized autotrophic and heterotrophic eukaryote cells which
have been often neglected from Arctic inventories. Over the
last decades only a few studies contributed to a better
recognition and circumscription of these small eukaryote
taxa (Daugbjerg 1996; Daugbjerg and Moestrup 1993;
Daugbjerg and Vørs 1994; Ikävalko 1998; Ikävalko and
Gradinger 1997; Thomsen et al. 1997; Vørs 1993). Some
species have been characterized as being bipolar like
Fragilariopsis cylindrus and Porosira glacialis (Grunow)
Jørgensen. Recently, Lundholm and Hasle (2008) con-
firmed the bipolarity of F. cylindrus, a cold-adapted pennate
diatom, based on morphological data, but this was not
corroborated by nucleotide sequence data. A recent exam-
ination of the bipolar issue for marine invertebrates
suggests bipolarity is exceedingly rare (Allcock et al.
2010). Further studies with specific molecular probes will
contribute to further assess the existence of morphological
differences between labelled-bipolar species of marine
single-celled eukaryotes.

Unfortunately, there are too few exhaustive current
inventories of marine phytoplankton eukaryotes from
tropical and temperate regions; only some reported on the
phytoplankton diversity in the St. Lawrence ecosystem in
Eastern Canada, the North Sea and coastal Norwegian
waters with 499, 288 and 502 fully illustrated taxa,
respectively (Bérard-Therriault et al. 1999; Hoppenrath et
al. 2009; Throndsen et al. 2007), while Horner (2002)
described and illustrated the most common 134 phyto-
plankton species recorded from the Washington coast in the
Pacific Ocean.

Other biodiversity assessments of marine phytoplankton
have focused mainly on large-celled eukaryotes (>20 μm),
neglecting totally or almost the contribution of small
autotrophic and heterotrophic eukaryotes. For example,
Villac et al. (2008) listed 572 phytoplankton taxa, consist-
ing mainly of diatoms (82%) and dinoflagellates (16%)
along the coast of São Paulo in Brazil. Moreno et al. (1996)
and Okolodkov and Gárate-Lizárraga (2006) reported the
occurrence of 418 planktonic and benthic diatoms, and 605
dinoflagellates from the Gulf of California and the Mexican
Pacific Ocean, respectively, while Krayesky et al. (2009)
and Steidinger et al. (2009) recorded 948 planktonic and

Table 5 Number of diatom and flagellate taxa in marine phytoplankton and sea-ice communities recorded from various circumarctic locations.
Annually formed landfast and pack ice were considered under the sea-ice habitat

Region Habitat Number of
diatom taxa

Number of
flagellate taxa

Total number
of taxa

Reference

Smith Sound to Labrador Sea Phytoplankton 63 51 114 Grøntved and Seidenfaden
(1938)

East to west Canadian Arctic Phytoplankton 244 110 354 Hsiao (1983)
Sea ice 197 8 205

Whole Arctic Phytoplankton 22 1 23 Horner (1985)
Sea ice 271 19 290

Chukchi, East Siberian and Laptev seas Sea ice 148 8 156 Okolodkov (1992)

East Siberian Sea Sea ice 115 6 156 Okolodkov (1993)

Arctic Ocean Phytoplankton 30 10 40 Booth and Horner (1997)
Sea ice 31 7 38

Baltic Sea Phytoplankton 20 56 76 Ikävalko and Thomsen
(1997)Sea ice 22 58 80

Laptev Sea Phytoplankton 28 19 47 Tuschling et al. (2000)
Sea ice 19 1 20

Kara Sea Phytoplankton 8 8 16 Druzhkov et al. (2001)
Sea ice 11 5 16

Smith Sound to Baffin Bay Phytoplankton 70 108 178 Lovejoy et al. (2002)

Canada Basin Phytoplankton 28 24 52 Melnikov et al. (2002)
Sea ice 25 6 31

Chukchi Sea Phytoplankton 42 7 49 von Quillfeldt et al. (2003)
Sea ice 199 1 200

Barents and White seas Phytoplankton 134 103 237 Ratkova and Wassmann
(2005)Sea ice 143 87 230

Whole Arctic Phytoplankton 1059 815 1874 This study
Sea ice 731 296 1027
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benthic diatoms, and 633 planktonic dinoflagellates from
the Gulf of Mexico, respectively. Globally, Gómez (2005)
reported 1,555 species of free-living marine dinoflagellates
in the world’s oceans, while Young et al. (2003) illustrated
some 260 extant coccolithophorid taxa and Jordan et al.
(2004) presented a revised classification scheme of 309
extant prymnesiophytes. There is a pressing need to
improve the knowledge of small-celled autotrophic and
heterotrophic eukaryotes by increasing biodiversity inven-
tory and monitoring, particularly now at times of global
warming threatening not only the polar regions but also all
coastal and oceanic regions of the earth.

Perspectives and recommendations

In addition to well-established, cold-adapted marine eu-
karyote taxa throughout the whole Arctic, there are several
known to be harmful or toxic species that are extending
their distribution range or simply entering the northern
polar seas (Table 4). No studies have been conducted yet
for testing the potential toxicity of these 37 marine
planktonic eukaryote taxa. This research avenue should be
pursued before further development and exploitation of the
Arctic’s biological resources, particularly knowing the
detrimental effects of species like Alexandrium tamarense,
Dinophysis acuminata, Protoceratium reticulatum and
Pseudo-nitzschia seriata.

Moreover, the large range in cell-size of Arctic marine
pelagic and sympagic eukaryotes has obviously resulted
in a strong bias towards large cells (>20 μm) being
recorded more often. Additionally, cells exhibiting a rigid
and robust casing exterior, like the siliceous frustules of
diatoms and the cellulosic plates of thecate dinoflagel-
lates, can explain why these eukaryote taxa are relatively
better preserved in fixed samples and, therefore, more
represented in species inventories from Arctic marine
ecosystems. To account for such a bias, future studies
need to address the diversity of the pico- and nano-sized
fraction (<20 μm) of marine eukaryotic cells. Such
studies will benefit greatly if based on a combination of
traditional light and electron microscopy, and molecular
methods such as clone libraries or pyrosequencing of
environmental samples. Real-time PCR based on se-
quence information obtained from PCR clone libraries or
pyrosequencing can then be used to get abundance
estimates of dominant or harmful/toxic species (Doucette
et al. 2009; Scholin et al. 2009). Such an initiative will
require that the field of taxonomy be better financially
supported by the pan-Arctic countries and works in close
collaboration with other disciplines like molecular biology
in an international consortium-like network. It would also
be imperative to develop some training of the next
generation of expert scientists in the field of phytoplank-

ton taxonomy and systematics, which has been entirely
neglected at present (Archambault et al. 2010).

This first attempt to inventory the biodiversity of marine
Arctic unicellular eukaryotes did not allow us to validate
the accurate identification of the various taxa reported
because all records, with only a few exceptions, were
merely listing of the species present in a given polar region
without the existence of voucher collections or micrographs
documenting species identification. However, this first
inventory of the basic trophic level of the marine food
web is crucial for future monitoring planning of the Arctic.
It highlights that a greater effort is still needed to better
circumscribe the marine Arctic eukaryotes, especially the
small-sized autotrophs and heterotrophs, including molec-
ular analyses.

Acknowledgements We acknowledge the Arctic Marine Ecosystem
Research Network (ARCTOS) and the Arctic Ocean Diversity Census
of Marine Life (ArcOD) who sponsored and facilitated the 4th Arctic
Frontiers conference, session III on marine biodiversity, and this
special issue, as well as made possible both M.P. and T.R. to attend the
conference in Tromsø, Norway. We thank the Canadian Museum of
Nature for funding support to M.P. and the Villum Kann Rasmussen
and the Carlsberg Foundations for research grants to N.D. The Alaska
data compilation was supported through an award from the National
Science Foundation (award number 0732767). The work on the sea
ice from the White Sea was supported by the Russian Federation of
the Basic Research (RFBR) no. 10-05-00063-a. Finally, we thank I.N.
Sukhanova and L.S. Zhitina for providing some personal unpublished
data. A special thank to M.-H. Hubert at the Canadian Museum of
Nature for electronically archiving and managing the various data sets
from the four main pan-Arctic countries. Arctic maps originate from
UNEP/GRID-Arendal Maps and Graphics Library (2008) available at:
http://maps.grida.no/go/graphic/arctic-topography-and-bathymetry-
topographic-map (accessed 9 July, 2010).

References

Adl SM, Simpson AGB, Farmer MA, Andersen RA, Anderson OR,
Barta JR, Bowser SS, Brugerolle G, Fensome RA, Fredericq S,
James TY, Karpov S, Kugrens P, Krug J, Lane CE, Lewis LA,
Lodge J, Lynn DH, Mann DG, McCourt RM, Mendoza L,
Moestrup Ø, Mozley-Standridge SE, Nerad TE, Shearer CA,
Smirnov AV, Spiegel FW, Taylor MFJR (2005) The new higher
level classification of eukaryotes with emphasis on the taxonomy
of protists. J Eukaryot Microbiol 52:399–451

Allcock AL, Hopcroft RR, Strugnell JM, Lindsay DJ, Barnes DKA,
Steinke D, Smith PJ, Bellan-Santini D, Best BD, Blake JA,
Blazewicz-Paszkowycz M, Bohn J, Böttger-Schnack R,
Bradford-Grieve J, Nunes Drandao S, Brandt A, de Broyer C,
Bucklin A, Carr CM, D’Udekem D’Acoz C, Dauvin J-C, Ebbe
B, Ferrari FD, George K, Gibson R, Grant RA, Griffiths HJ, Held
C, Huettmann F, Hunt B, Hutchings PA, Janussen D, Jennings
RM, Kosobokova KN, Krapp-Schickel T, Kuklinski P, Larsen K,
Linse K, Markhaseva EL, Muehlenhardt-Siegel U, O’Hara T,
O’Loughlin PM, Lowry J, Morrow C, Raymond B, Saiz-Salinas
JI, Schiaparelli S, Schrödl M, Schwabe E, Seibel B, Siegel V,
Vanreusel A, Wadley VA, Ward P, Zeidler W (2010) Bipolarity in
marine invertebrates: myth or marvel. PLoS ONE (in press)

Mar Biodiv (2011) 41:13–28 25

http://maps.grida.no/go/graphic/arctic-topography-and-bathymetry-topographic-map
http://maps.grida.no/go/graphic/arctic-topography-and-bathymetry-topographic-map


Ambrose WG Jr, von Quillfeldt CH, Clough LM, Tilney PVR, Tucker
T (2005) The sub-ice algal community in the Chukchi sea: large-
and small scale patterns of abundance based on images from a
remotely operated vehicle. Polar Biol 28:784–795

Archambault P, Snelgrove PVR, Fisher JAD, Gagnon J-M, Garbary
DJ, Harvey M, Kenchington EL, Lesage V, Levesque M,
Lovejoy C, Mackas DL, McKindsey CW, Nelson JR, Pepin P,
Piché L, Poulin M (2010) From sea to sea: Canada’s three oceans
of biodiversity. PLoS ONE 5(8):e12182. doi:10.1371/journal.
pone.0012182

Bérard-Therriault L, Poulin M, Bossé L (1999) Guide d’identification
du phytoplankton marin de l’estuaire et du golfe Saint-Laurent
incluant également certains protozoaires. Publ spéc can sci
halieut aquat 128:1–387

Booth BC, Horner RA (1997) Microalgae on the Arctic Ocean
Section, 1994: species abundance and biomass. Deep Sea Res II
44:1607–1622

Cleve PT (1873) On diatoms from the Arctic Sea. Bih K Svenska
Vetensk-Akad Handl 1:1–28

Cleve PT (1883) Diatoms collected during the expedition of the Vega.
Vega-Expeditionens Vetenskapliga Iakttagelser 3:455–517

Cleve PT (1896) Diatoms from Baffins Bay and Davis Strait,
collected by M.E. Nilsson. Bih K Svenska Vetensk-Akad
Handl 22:1–22

Cleve PT, Grunow A (1880) Beiträge zur Kenntniss der arctischen
Diatomeen. K Svenska Vetensk-Akad Handl 17:1–121

Comiso JC (2006) Abrupt decline in the Arctic winter sea ice cover.
Geophys Res Lett 33:L18504. doi:10.1029/2006GL027341

Comiso JC, Parkinson CL, Gersten R, Stock L (2008) Accelerated
decline in the Arctic sea ice cover. Geophys Res Lett 35:L01703.
doi:10.1029/2007GL031972

Daugbjerg N (1996) Mesopedinella arctica gen. et sp. nov. (Ped-
inellales, Dictyochophyceae) I: fine structure of a new marine
phytoflagellate from Arctic Canada. Phycologia 35:435–445

Daugbjerg N, Moestrup Ø (1993) Four new species of Pyramimonas
(Prasinophyceae) from arctic Canada including a light and
electron microscopic description of Pyramimonas quadrifolia
sp. nov. Eur J Phycol 28:3–16

Daugbjerg N, Vørs (1994) Preliminary results from a small scale
survey of marine protists from northern Basin in the vicinity of
Igloolik Island June 1992. In: Research on Arctic biology.
Igloolik, Northwest Territories, Canada, June 8th—July 8th
1992. HCØ Tryk, Copenhagen, pp 1–46

Degerlund M, Eilertsen HC (2010) Main species characteristics of
phytoplankton spring blooms in NE Atlantic and Arctic waters (68–
80° N). Estuaries Coasts 33:242–269. doi:10.1007/s12237-009-
9167-7

Doucette GJ, Mikulski CM, Jones KL, King KL, Greenfield DI, Marin
R III, Jensen S, Roman B, Elliott CT, Scholin CA (2009)
Remote, subsurface detection of the algal toxin domoic acid
onboard the Environmental Sample Processor: assay develop-
ment and field trials. Harmful Algae 8:880–888

Druzhkov NV, Druzhkova EI, Kuznetsov LL (2001) The sea-ice algal
community of seasonal pack ice in the southwestern Kara Sea in
late winter. Polar Biol 24:70–72

Ehrenberg CG (1841) Einen Nachtrag zu dem Vortrage über Verbreitung
und Einfluß des mikroskopischen Lebens in Süd- und Nord-
Amerika. Monatsber Dtsch Akad Wiss Berlin 1841:202–207

Ehrenberg CG (1853) Über neue Anschauungen des kleinsten
nördlichen Polarlebens. Monatsber Dtsch Akad Wiss Berlin
1853:522–529

Falkowski PG, Katz ME, Knoll AH, Quigg A, Raven JA, Schofield O,
Taylor FJR (2004) The evolution of modern eukaryotic phyto-
plankton. Science 305:354–360

Gómez F (2005) A list of free-living dinoflagellate species in the
world’s oceans. Acta Bot Croat 64:129–212

Gosselin M, Levasseur M, Wheeler PA, Horner RA, Booth BC (1997)
New measurements of phytoplankton and ice algal production in
the Arctic Ocean. Deep Sea Res II 44:1623–1644

Gradinger R (1998) Life at the underside of Arctic sea-ice: biological
interactions between the ice cover and the pelagic realm. Mem
Soc Fauna Flora Fenn 74:53–60

Gran HH (1897) Bacillariaceen vom Kleinen Karajakfjord. Bibl Bot
42:13–24

Gran HH (1904) Diatomaceae from the ice-floes and plankton of the
Arctic Ocean. Scientific Results of the Norwegian North Polar
Expedition 4:3–74

Grøntved J, Seidenfaden G (1938) The phytoplankton of the waters
west of Greenland. Medd Grønl 82:1–380

Grunow A (1884) Die Diatomeen von Franz Josefs-Land. Abh Math-
Naturwiss Kl Akad Wiss Lit Mainz 48:53–112

Hasle GR, Syvertsen EE, von Quillfeldt CH (1996) Fossula arctica
gen. nov., spec. nov., a marine Arctic pennate diatom. Diatom
Res 11:261–272

Hegseth EN (1992) Sub-ice algal assemblages of the Barents Sea:
species composition, chemical composition, and growth rates.
Polar Biol 12:485–496

Hegseth EN, Sundfjord A (2008) Intrusion and blooming of
Atlantic phytoplankton species in the high Arctic. J Mar Syst
74:108–119

Hoppenrath M, Elbrächter M, Drebes G (2009) Marine phytoplankton.
Selected microphytoplankton species from the North Sea around
Helgoland and Sylt. E. Schweizerbart’sche Verlagsbuchhandlung,
Stuttgart

Horner RA (1985) Appendix. Algal species reported from sea ice. In:
Horner RA (ed) Sea ice biota. CRC Press, Boca Raton, pp 191–
203

Horner RA (2002) A taxonomic guide to some common marine
phytoplankton. Biopress, Bristol

Hsiao SIC (1983) A checklist of marine phytoplankton and sea ice
microalgae recorded from Arctic Canada. Nova Hedwig 37:225–
313

Ikävalko J (1998) Further observations on flagellates within sea ice in
northern Bothnian Bay, the Baltic Sea. Polar Biol 19:323–329

Ikävalko J (2003) Report on sea ice communities. GROWTH Project
GRD2-2000-30112, ARCOP D4.2.3.1. Finnish Institute of
Marine Research, Helsinki

Ikävalko J, Gradinger R (1997) Flagellates and heliozoans in the
Greenland Sea ice studied alive using light microscopy. Polar
Biol 17:473–481

Ikävalko J, Thomsen HA (1997) The Baltic Sea ice biota (March
1994): a study of the protistan community. Europ J Protistol
33:229–243

Ilyash LV, Zhitina LS (2009) Comparative analysis of sea-ice diatom
species composition in the seas of Russian Arctic. J Gen Biol
70:143–154 [in Russian]

Johannessen OM, Shalina EV,MilesMW (1999) Satellite evidence for an
Arctic sea ice coverage in transformation. Science 286:1937–1939

Jordan RW, Cros L, Young JR (2004) A revised classification scheme
for living haptophytes. Micropaleontol 50:55–79

Krayesky DM, Meave del Castillo E, Zamudio E, Norris JN, Fredericq
S (2009) Diatoms (Bacillariophyta) of the Gulf of Mexico. In:
Felder DL, Camp DK (eds) Gulf of Mexico origin, waters, and
biota, vol 1, Biodiversity. Texas A&M University Press, College
Station, pp 155–186

Legendre L, Martineau M-J, Therriault J-C, Demers S (1992)
Chlorophyll a biomass and growth of sea-ice microalgae along
a salinity gradient (southeastern Hudson Bay, Canadian Arctic).
Polar Biol 12:445–453

Li WKW, McLaughlin FA, Lovejoy C, Carmack EC (2009)
Smallest algae thrive as the Arctic Ocean freshens. Science
326:539

26 Mar Biodiv (2011) 41:13–28

http://dx.doi.org/10.1371/journal.pone.0012182
http://dx.doi.org/10.1371/journal.pone.0012182
http://dx.doi.org/10.1029/2006GL027341
http://dx.doi.org/10.1029/2007GL031972
http://dx.doi.org/10.1007/s12237-009-9167-7
http://dx.doi.org/10.1007/s12237-009-9167-7


Lovejoy C, Legendre L, Martineau M-J, Bâcle J, von Quillfeldt CH
(2002) Distribution of phytoplankton and other protists in the
North Water. Deep Sea Res II 49:5027–5047

Lundholm N, Hasle GR (2008) Are Fragilariopsis cylindrus and
Fragilariopsis nana bipolar diatoms?—Morphological and mo-
lecular analyses of two sympatric species. Nova Hedwig
133:231–250

Markus T, Stroeve JC, Miller J (2009) Recent changes in Arctic sea
ice melt onset, freezeup, and melt season length. J Geophys Res
114:C12024. doi:10.1029/2009JC005436

McClelland JW, Déry SJ, Peterson BJ, Holmes RM, Wood EF
(2006) A pan-Arctic evaluation of changes in river discharge
during the latter half of the 20th century. Geophys Res Lett
33:L06715

Medlin LK, Hasle GR (1990) Some Nitzschia and related diatom
species from fast ice samples in the Arctic and Antarctic. Polar
Biol 10:451–479

Medlin LK, Priddle J (1990) Polar marine diatoms. British Antarctic
Survey, Cambridge

Melnikov IA, Kolosova EG, Welch HE, Zhitina LS (2002) Sea ice
biological communities and nutrient dynamics in the Canada
Basin of the Arctic Ocean. Deep Sea Res I 49:1623–1649

Moreno JL, Licea S, Santoyo H (1996) Diatomeas del Golfo de
California. Universidad Autónoma de Baja California Sur,
Mexico

Moritz RE, Bitz CM, Steig EJ (2002) Dynamics of recent climate
change in the Arctic. Polar Sci 297:1497–1502

Okolodkov YB (1992) Cryopelagic flora of the Chukchi, East
Siberian and Laptev seas. Proc NIPR Symp Polar Biol 5:28–
43

Okolodkov YB (1993) A checklist of algal species found in the East
Siberian Sea in May 1987. Polar Biol 13:7–11

Okolodkov YB, Dodge JD (1996) Biodiversity and biogeography of
planktonic dinoflagellates in the Arctic Ocean. J Exp Mar Biol
Ecol 202:19–27

Okolodkov YB, Gárate-Lizárraga I (2006) An annotated checklist of
dinoflagellates (Dinophyceae) from the Mexican Pacific. Acta
Bot Mex 74:1–154

Østrup E (1895) Marine Diatoméer fra Østgrønland. Medd Grønl
18:397–476

Østrup E (1897) Kyst-Diatoméer fra Grønland. Medd Grønl 15:305–
362

Pabi S, van Dijken GL, Arrigo KR (2008) Primary production in the
Arctic Ocean, 1998–2006. J Geophys Res 113:C08005.
doi:10.1029/2007JC004578

Palmisano AC, Garrison DL (1993) Microorganisms in Antarctic sea
ice. In: Friedmann EI (ed) Antarctic microbiology. Wiley-Liss,
New York, pp 167–218

Peterson TD, Schaefer HL, Martin JL, Kaczmarska I (1999)
Chaetoceros furcillatus Bailey in the Canadian Maritimes. Bot
Mar 42:253–263

Peterson BJ, Holmes RM, McClelland JW, Vörösmarty CJ, Lammers
RB, Shiklomanov AI, Shiklomanov IA, Rahmstorf S (2002)
Increasing river discharge to the Arctic Ocean. Science
298:2171–2174

Peterson BJ, McClelland J, Curry R, Holmes RM, Walsh JE, Aagaard
K (2006) Trajectory shifts in the Arctic and subarctic freshwater
cycle. Science 313:1061–1066

Poulin M (1990) Sea ice diatoms (Bacillariophyceae) of the Canadian
Arctic. I. The genus Stenoneis. J Phycol 26:156–167

Poulin M (1991) Sea ice diatoms (Bacillariophyceae) of the
Canadian Arctic. 2. A taxonomic, morphological and geo-
graphical study of Gyrosigma concilians. Nord J Bot 10:681–
688

Poulin M (1993) Craspedopleura (Bacillariophyta), a new diatom
genus of arctic sea ice assemblages. Phycologia 32:223–233

Poulin M, Cardinal A (1982) Sea ice diatoms from Manitounuk
Sound, southeastern Hudson Bay (Quebec, Canada). II. Navicu-
laceae, genus Navicula. Can J Bot 60:2825–2845

Poulin M, Williams DM (2002) Conservation of diatom biodiversity:
a perspective. In: John J (ed) Proceedings of the 15th
International Diatom Symposium. ARG Gantner, Liechtenstein,
pp 161–171

Poulin M, Cardinal A, Legendre L (1983) Réponse d’une commu-
nauté de diatomées de glace à un gradient de salinité (baie
d’Hudson). Mar Biol 76:191–202

Poulin M, Lundholm N, Bérard-Therriault L, Starr M, Gagnon R
(2010) Morphological and phylogenetic comparisons of Neo-
denticula seminae (Bacillariophyta) populations between the
subarctic Pacific and the Gulf of St. Lawrence. Eur J Phycol
45:127–142

Ratkova TN, Wassmann P (2005) Sea ice algae in the White and
Barents seas: composition and origin. Polar Res 24:95–110

Reid PC, Johns DG, Edwards M, Starr M, Poulin M, Snoeijs P (2007)
A biological consequence of reducing Arctic ice cover: arrival of
the Pacific diatom Neodenticula seminae in the North Atlantic for
the first time in 800 000 years. Global Change Biol 13:1910–
1921

Różańska M, Gosselin M, Poulin M, Wiktor JM, Michel C (2009)
Influence of environmental factors on the development of bottom
ice protist communities during the winter–spring transition. Mar
Ecol Prog Ser 386:43–59

Sakshaug E, Johnsen G, Kristiansen S, von Quillfeldt C, Rey F,
Slagstad D, Thingstad F (2009) Phytoplankton and primary
production. In: Sakshaug E, Johnsen G, Kovacs K (eds)
Ecosystem Barents Sea. Tapir Academic Press, Trondheim, pp
167–208

Scholin C, Doucette G, Jensen S, Roman B, Pargett D, Marin R III,
Preston C, Jones W, Feldman J, Everlove C, Harris A, Alvarado
N, Massion E, Birch J, Greenfield D, Vrijenhoek R, Mikulski C,
Jones K (2009) Remote detection of marine microbes, small
invertebrates, harmful algae, and biotoxins using the Environ-
mental Sample Processor (ESP). Oceanography 22:158–167

Scott FJ, Marchant HJ (2005) Antarctic marine protists. Australian
Biological Resources Study, Canberra, Australian Antarctic
Division, Hobart

Serreze MC, Holland MM, Stroeve J (2007) Perspectives on the
Arctic’s shrinking sea-ice cover. Science 315:1533–1536

Sieburth JMcN, Smetacek V, Lenz J (1978) Pelagic ecosystem
structure: Heterotrophic compartments of the plankton and their
relationship to plankton size fractions. Limnol Oceanogr
23:1256–1263

Simon N, Cras A-L, Foulon E, Lemée R (2009) Diversity and
evolution of marine phytoplankton. C R Biologies 332:159–170

Sournia A, Chrétiennot-Dinet M-J, Ricard M (1991) Marine phyto-
plankton: how many species in the world ocean? J Plankton Res
13:1093–1099

Steidinger KA, Faust MA, Hernández-Becerril DU (2009) Dinofla-
gellates (Dinoflagellata) of the Gulf of Mexico. In: Felder DL,
Camp DK (eds) Gulf of Mexico origin, waters, and biota. Vol 1,
Biodiversity. Texas A&M University Press, College Station, pp
131–154

Tett P, Barton ED (1995) Why are there about 5000 species of
phytoplankton in the sea? J Plankton Res 17:1693–1704

Thomas DN, Dieckmann GS (2010) Sea ice, 2nd edn. Wiley-
Blackwell, Oxford

Thomsen HA, Garrison DL, Kosman C (1997) Choanoflagellates
(Acanthoecidae, Choanoflagellida) from the Weddell Sea, Ant-
arctica, taxonomy and community structure with particular
emphasis on the ice biota; with preliminary remarks on
Choanoflagellates from Arctic sea ice (Northeast Water polynya,
Greenland). Arch Protistenkd 148:77–114

Mar Biodiv (2011) 41:13–28 27

http://dx.doi.org/10.1029/2009JC005436
http://dx.doi.org/10.1029/2007JC004578


Throndsen J, Hasle GR, Tangen K (2007) Phytoplankton of
Norwegian coastal waters. Almater Forlag AS, Oslo

Tremblay G, Belzile C, Gosselin M, Poulin M, Roy S, Tremblay J-É
(2009) Late summer phytoplankton distribution along a 3500 km
transect in Canadian Arctic waters: strong numerical dominance
by picoeukaryotes. Aquat Microb Ecol 54:55–70

Tuschling K, Juterzenka KV, Okolodkov YB, Anoshkin A (2000)
Composition and distribution of the pelagic and sympagic algal
assemblages in the Laptev Sea during autumnal freeze-up. J
Plankton Res 22:843–864

UNEP (1994) Convention on biological diversity. Text and annexes.
United Nations Environment Programme, Châtelaine

Vanhöffen E (1897) Die Fauna und Flora Grönlands. In: Drygalski EV
(ed) Grönland-Expedition der Gesellschaft für Erdkunde zu
Berlin 1891-1893, vol 2. WH Kühl, Berlin, pp 254–320

Villac MC, Cabral-Noronha VAP, Pinto TO (2008) The phytoplankton
biodiversity of the coast of the state of São Paulo, Brazil. Biota
Neotrop 8:151–173

von Quillfeldt CH (1997) Distribution of diatoms in the Northeast
Water polynya, Greenland. J Mar Syst 10:211–240

von Quillfeldt CH (2000a) Common diatom species in Arctic spring
blooms: their distribution and abundance. Bot Mar 43:499–516

von Quillfeldt CH (2000b) Pleurosigma tenuiforme spec. nov.: a
marine Pleurosigma species with long, slender apices, occurring
in arctic regions. Diatom Res 15:221–236

von Quillfeldt CH (2001) Identification of some easily confused common
diatom species in Arctic spring blooms. Bot Mar 44:375–389

von Quillfeldt CH, Ambrose WG Jr, Clough LM (2003) High number
of diatom species in first-year ice from the Chukchi Sea. Polar
Biol 26:806–818

von Quillfeldt CH, Hegseth EN, Johsen G, Sakshaug E, Syvertsen EE
(2009) Ice algae. In: Sakshaug E, Johnsen G, Kovacs K (eds)
Ecosystem Barents Sea. Tapir Academic Press, Trondheim, pp
285–302

Vørs N (1993) Heterotrophic amoebae, flagellates and heliozoan from
Arctic marine waters (North West Territories, Canada and West
Greenland). Polar Biol 13:113–126

Young JR, Geisen M, Cros L, Kleijne A, Sprengel C, Probert I,
Østergaard JB (2003) A guide to extant coccolithophore
taxonomy. J Nannoplankton Res Spec Issue 1:1–125

28 Mar Biodiv (2011) 41:13–28


	The pan-Arctic biodiversity of marine pelagic and sea-ice unicellular eukaryotes: a first-attempt assessment
	Abstract
	Introduction
	Materials and methods
	Results
	Discussion
	Comparison to other regions
	Perspectives and recommendations

	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 1.30
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 1.30
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 10
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 600
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /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 (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e5c4f5e55663e793a3001901a8fc775355b5090ae4ef653d190014ee553ca901a8fc756e072797f5153d15e03300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc87a25e55986f793a3001901a904e96fb5b5090f54ef650b390014ee553ca57287db2969b7db28def4e0a767c5e03300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020d654ba740020d45cc2dc002c0020c804c7900020ba54c77c002c0020c778d130b137c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor weergave op een beeldscherm, e-mail en internet. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents best suited for on-screen display, e-mail, and the Internet.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <FEFF004a006f0062006f007000740069006f006e007300200066006f00720020004100630072006f006200610074002000440069007300740069006c006c0065007200200037000d00500072006f006400750063006500730020005000440046002000660069006c0065007300200077006800690063006800200061007200650020007500730065006400200066006f00720020006f006e006c0069006e0065002e000d0028006300290020003200300031003000200053007000720069006e006700650072002d005600650072006c0061006700200047006d006200480020>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToRGB
      /DestinationProfileName (sRGB IEC61966-2.1)
      /DestinationProfileSelector /UseName
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing false
      /UntaggedCMYKHandling /UseDocumentProfile
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


