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Abstract— The West Antarctic Peninsula (WAP) is
associated with large phytoplankton blooms that are
dominated by large (>20 microns) diatoms however,
nanoplankton (<20 microns) are also an important
component in the phytoplankton community. The
dominant nanoflagellate in the WAP has been suggested to
be cryptomonad algae. Using a twenty-year time series
collected by the Palmer Long Term Ecological Research
(Pal LTER) program, we assessed long-term patterns and
stability in the coastal phytoplankton communities in the
WAP. There was significant interannual variability in the
integrated water column chlorophyll a (chl-a)
concentrations, which varied by a factor of S over the 20-
year time series. Within the time series the dominant
phytoplankton taxa were diatoms, with the second most
abundant phytoplankton taxa present being cryptophyes.
While diatoms were observed over the full range of
observed salinities (34.5 to 32) as well as over the full range
of in situ temperatures (-1.5 to 2.5° C), the cryptophyte
populations were observed in lower salinity (33.75 to 32.5)
and colder water (-1 to 1° C) for the local time series at
Palmer Station. This pattern was not observed for the ship
spatial time series data, which might reflect the species
diversity in the cryptophyte species between northern and
southern waters of the WAP. Regardless, diatoms and
cryptophytes were inversely related to each other across the
entire WAP. Years when environmental factors favor water
column stability, there are anomalously large summer
diatom blooms. Consistent with modeling studies this
suggests a potential shift to multivorous food web, which
has significant ecological and biogeochemical implications,
such as decreased efficiency of atmospheric carbon
sequesteration.
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L INTRODUCTION

The West Antarctic Peninsula (WAP) is experiencing
some of the fastest rates of regional change on Earth [1][2]. The
changes in the WAP are profound with mid-winter surface
atmospheric temperatures increasing by 6°C (>5x the global
average) over the last 50 years[3][4][5]. Eighty-seven percent
of the WAP glaciers are in retreat, the annual sea ice season has
shortened by 90 days, and perennial ice is no longer a feature
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of the northern WAP [6][7]. These changes appear to be
accelerating [8]. Ocean warming has been implicated as a major
driver for the deglaciation [9] through the upwelling of the heat
delivered by relatively warm (~2° C) Upper Circumpolar Deep
Water (UCDW). The UCDW is derived from the Antarctic
Circumpolar. The net change in sea-ice cover has been
hypothesized to underlie observed changes in the coastal
ecosystems of the WAP [10][11].

The coastal waters of the WAP are associated with
large phytoplankton blooms that are dominated by diatoms
[11][12]. The high phytoplankton productivity is fueled by an
ample supply of nutrients and the availability of light when the
mixed layer depths (MLD) are shallow allowing cells to
overcome light limitation. Macronutrients are highly abundant
throughout the WAP [13][14] and although they show marked
seasonality [15], in most cases they do not appear to limit
phytoplankton growth [16][17] except during very large
blooms. The high productivity supports a productive food web
that is tightly coupled to the seasonal phytoplankton dynamics
suggesting strong bottom-up control of the system [18]. Over
the past 30 years, there is evidence that the magnitude of
phytoplankton blooms in the WAP have changed [19]. The
changes have been particularly dramatic in the northern WAP,
with a decline in chlorophyll a associated with an increase in
cloudy days, deepening upper mixed layer depth, stronger
intensity winds, and shorter sea ice seasons along the marginal
ice zone [19]. In contrast to the northern sectors of the WAP,
the southern areas have experienced increasing phytoplankton
biomass over time. They argued these increases reflected an
increase in the duration and area of ice free water during the
summer season [19].

Phytoplankton blooms in the WAP are dominated by
large (>20 micron) diatoms; however over the last three
decades the traditional paradigm has been revised recognizing
that nano- (<20 micron) and picoplankton (<2 micron) are a
critically important component to the WAP phytoplankton
community [20][21]. The dominant nano-flagellates in the
WAP appear to be cryptophytes [21]. Numerous field programs
have documented that cryptophytes are often spatially and
temporally segregated from the diatom communities
[22][23][24]. Cryptophyte populations are often associated
with either mid-shelf fronts [25] or low salinity surface plumes
[24][25]. This has led to the hypothesis that cryptophyte
communities will grow in importance in the WAP food web as



sea and glacial ice melt will increase the spatial extent of low
salinity water [24].

To date, the majority of the studies have been based
on ship and/or field station efforts conducted for a limited
duration (1-3 field seasons) thus providing snapshots of the
ecosystem at any given time. For this study we analyzed a
twenty-year time series collected by the Palmer Long Term
Ecosystem research (Pal LTER) program at the United States
Palmer Research Station to assess long-term ecological patterns
and stability in the coastal phytoplankton communities in the
WAP. Our results confirm that diatoms and cryptophytes are
the dominant phytoplankton groups and are inversely related to
each other; however mixed flagellates are also a significant
fraction of the phytoplankton community. At Palmer Station
the presence of the cryptophytes is associated with lower
temperature and lower salinity water associated with the sea ice
and glacial melt. We observe, since 2009, increasing sea ice at
Palmer Station along with increased seasonal concentrations of
chlorophyll. These increases are associated with an increasing
proportion of diatoms with the phytoplankton community,
which should be favorable for the Antarctic krill.

Il.  THE PALMER LTER PROGRAM

Data was collected as part of the Palmer Long Term Ecological
Research (LTER) project, which was initiated in 1991 to study
how annual sea ice variability structures the ecology and
biogeochemistry of the West Antarctic Peninsula (WAP). The
project was established before it was appreciated that this
region was undergoing significant change associated with a
warming atmosphere. The data is publicly available through
the Palmer LTER data system (http://pal.lternet.edu/data).

The Palmer LTER program has carried out sampling
at Palmer Station (-64.8° South, -64.1° West) in the austral
spring-summer annually since December of 1991 (Figure 1).
The sampling locations at Palmer Station are an inshore station
B (bottom depth = 75 m) and an offshore station E (bottom
depth = 200 m) (Figure 1), both of which are within Adélie
penguin foraging areas [26], which is a central focus for the
LTER [27]. Station E is located offshore at the edge of the
Palmer Station boating limit and has a distinct marine signature
associated with Palmer Deep Canyon, which is a seafloor
conduit hypothesized to allow the inputs of modified UCDW
[27][28]. Station B is adjacent to the Marr Glacier. Despite
these differences, phytoplankton biomass and community
composition from Stations B and E are highly correlated. The
one difference is that overall phytoplankton concentrations
were consistently higher in the nearshore waters at Station B.

The goal of the Palmer LTER is to sample stations B
and E twice per week from mid-/end of October to mid-/end
March. Sampling at each station is conducted via Zodiac where
a CTD is lowered manually for a vertical profile of water
column physics, and is immediately followed by a Go-Flo
bottle cast to collect seawater at selected depths for
phytoplankton (i.e., chlorophyll a [chl-a], phytoplankton
pigments, primary productivity). Seawater from each depth is
stored in dark amber Nalgene bottles and processed
immediately upon returning to the laboratory at Palmer Station.

Zodiac sampling in this region is heavily dependent on weather,
sea ice, time, and personnel availability. Thus, data gaps exist
within the time series, as some seasons had limited or irregular
sampling as well instrument issues in the early years. Data exist
for all years except 2007-08. Nonetheless, the summer months
of December, January, and February (DJF) were the most
consistently sampled.
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Figure 1. Study site for LTER research at Palmer Station,
which is located on the West Antarctic Peninsula. Data for
this study was collected at Stations B and E.

Over the course of the program, physical
oceanographic data (temperature and conductivity as a function
of pressure) was collected using several instruments. From
1991 to 2007, a SeaBird Elecronics (www.seabird.com) Seacat
SBE 19 was used. From 2007 onward a SeaBird Elecronics
Seacat SBE 19plus was used, though not in field season 2008-
2009. We accounted for sensor drift using calibrations made
before and after each field season, following methods
recommended by SeaBird, assuming linear drift for sensors. We
used SeaBird's standard software functions to process the data,
removing effects for zodiac heave (pressure reversals), and to
ensure that the temperature, conductivity and pressure were
measured on the same water parcel. Data was averaged into 2
db pressure bins for the older SBE19 data and 1 db bins for the
newer instrument, which samples at twice the frequency.
Conductivity data was then converted to salinity. From 2008
until 2011, a Falmouth Scientific Inc. FSI MCTD-3 and a
Satlantic  HyperPro-11  (which includes temperature,
conductivity and pressure ancillary sensors) were also used to
collect physical oceanographic data. As much as possible, we
followed the same methods to process this data. The three



instruments combined provided full data coverage every time
water samples were collected. Plots of each cast were inspected
visually and in relation to other casts to look for any issues with
the data (eg, bad surface values due to sea-state). These values
were removed from the data set. In order to define an
ecologically relevant seasonal mixed layer (MLD), we used the
approach described in Carvalho et al. [29].

IlIl.  RESULTS FORM THE TIME SERIES

It is well documented that the West Antarctic
Peninsula (WAP) has been experiencing changes in the sea ice
duration and extent (Stammerjohn et al. 2008) which is also true
for the Palmer Station region (Figure 2). Despite significant
interannual variability, the timing of sea ice retreat in the
Palmer region has been occurring earlier over time (Figure 2A).
Sea ice retreat in the early nineties often occurred in the month
of December, but after declines from 2006 through 2009, sea
ice retreat occurred as early as mid-September. Since 2009, the
timing of sea ice retreat has rebounded and now most often
occurs in mid-November. Sea ice advance also has exhibited
significant change with sea ice advance occurring later by
almost 2 months during the year (Figure 2B). Sea ice retreat
shows larger interannual variability than sea ice advance. The
net result is that over the last two decades the number of days
between sea ice advance and retreat (Figure 2C) and total of sea
ice days (Figure 2D) have shown significant (p<0.05) declines.
The coastal waters around Palmer Station exhibit significant
interannual variability in phytoplankton biomass. Integrated
water column chl-a concentrations varied by a factor of 5 over
the 20-year time series at Palmer (Figure 3A). Values ranged
from ~100 to over 500 mg chl-a m™. Seasonally integrated chl-
a anomalies show an increasing trend (Station B: R? = 0.38,
p=0.01; Station E- R? = 0.24, p=0.01) over the last two decades
(Figure 3B). In recent years there were two years 2009/2010
and 2012/2013 that exhibited large week-long chl-a blooms
during the summer that resulted in a 2-3 fold higher seasonal
variance in the chlorophyll biomass (Figure 3C). The shifts
from generally lower chl-a biom-

Figure 2. Changes in annual sea ice dynamics near Palmer
Station. A) Time series of the day of sea ice retreat. B) Time
series of the number of days of sea ice advance. There was a

significant (p = 0.02) postive trend over time. C) The time
series variability of the days between of sea ice advance and
retreat. There has been a significant decrease (p = 0.02) in
the day of sea ice advance in the Palmer Station station
region. D) The interannual variability in the number of sea
days. The number of sea ice days has significantly (p = 0.04)
decreased over the last 2 decades.

ass in the 1990’s and early 2000’s to higher chl-a values in the
later years of the time series were associated with a shallower
seasonal mixed layer depth (SMLD) (Figure 3B). These was a
significant inverse correlation (p = 0.04) between the seasonal
averaged sum- mer mixed layer depth and the integrated
summer chl-a (Figure 4). The SMLD could account for 27%
of the variance in the integrated chl-a (Figure 4).

Figure 3. The interannual variability chlorophyll a at Station
E. A) The internanual variability in the water column
integrated water column chlorophyll a (mg chl a m™). Data
was only collected during the austral summer months. B) The
inter-annual seasonally-integrated water column chl a from
Station E. The seasonally integrated data shows a positive
trend over the last two decades (p = 0.004). Overlaid in blue
are the summer season average mixed layer depth. Missing
years in the mixed layer were when there were fewer the 6
profiles for that season. C) The time series of the variance in
depth and seasonally integrated chl-a. The relationship was
positive and heavily weighted by the later years in the time
series but was not significant (p = 0.09).

Combining the CHEMTAX outputs with measured
chl-a allowed estimation of the amount of chl-a for the major
phytoplankton taxa to be estimated. The most dominant
phytoplankton taxa present in the waters near Palmer Station
were diatoms, which each year accounted for over 90% of the
chl-a at both Stations B and E. Water column integrated chl-a
associated with diatoms often exceeded 200 mg m~, which was
significantly higher than the chl-a associated with other major
phytoplankton taxa. This was consistent with the observation
that the concentration of accessory pigment fucoxanthin,
associated with diatoms, could account for up to 60% of the
variability in the concentration of chl-a (p = 0.005). The next



periods of open water due to reduced sea ice coverage in the
spring and summer. Our results suggest the same is true at
Palmer Station where the number of sea ice days are inversely
related to the amount of summer chl-a. While for much of the
time series at Palmer there was a decline in the numbers of days
of sea ice each year, there recently has been a change with a
significant increase in sea ice. Associated with the increasing
sea ice has been the increase in the amount of summer chl-a at
Palmer. The analysis [19] did not include recent changes as it
compared the changes between 1978-1986 and 1998-2006, well
before the recent increases in chl-a and sea ice began after 2009.
While there was an increase in sea ice, the summer months at
Palmer still remain relatively ice free and the primary factor
influencing the bloom is depth of the summer mixed layer depth
which is most likely regulated to local wind forcing and
circulation patterns.
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Figure 6. The dynamics associated with years of high and low
phytoplankton biomass as indicated by chl-a anomalies
(calculated as described in Saba et al. 2014) and the relative
abundance, calculated from CHEMTAX, for the major
Pphytoplankton taxa over the full summer season.

Highest concentrations and the inter-annual variability
in chl-a were associated with the dynamics in diatoms and
cryptophytes (Figure 11). Mixed flagellates showed limited
interannual variability but were a consistent component to the
overall phytoplankton population. Diatom blooms accounted
for the largest phytoplankton blooms in the region and the
highest chl-a concentrations were associated with shoaling
seasonal mixed layer depths in the summer [28], , while
cryptophytes blooms occurred during the summer and were
associated with glacial melt-water after sea ice retreat.

Antarctic coastal waters are highly productive with a
short summer growing season initiated when light levels are
sufficiently high to support photosynthesis [30][31]. The
phytoplankton productivity supports an extensive food web
with krill as a keystone trophic link between primary producers
and top predators [32][33]. The interannual variability in the
summer diatom productivity in the WAP [15] is associated with
krill recruitment [20], which is consistent with the Antarctic
paradigm of a short diatom—krill-top predator food chain. In
summer seasons with lower phytoplankton biomass there is an
enhanced proportion of the chl-a being associated with
cryptophytes, which represents a shift in the overall size
spectrum of the primary producers. Bloom-forming diatoms

range in size from 15 to 270 um [34][35], while the Antarctic
cryptophytes have been measured microscopically to be 8 + 2
um [36]. The shift in the nature of the phytoplankton
community suggests the importance of regenerated
communities in the WAP, which is consistent with other studies
that have stressed the importance of microzooplankton grazing
on smaller size phytoplankton [37][38][39].

The results of Saba et al [20] and this study support an
ecosystem view, where periodic high productivity diatom-
dominated years are associated with specific environmental
conditions eliciting an immediate response in krill recruitment
followed by a series of lower productivity years associated with
lower krill recruitment.  The switch to a multivorous
community provides sufficient food for the krill population to
mature [20] despite lower biomass and an overall smaller sized
phytoplankton communities. Ensuring a stable community
over time would require periodic high productivity diatom
summers to ensure high krill fecundity to replenish the aging
populations.

V. ACKNOWLEDGMENTS

The research was supported by the LTER Program of the US
National Science Foundation (ANT-0823101). Data from the
PAL-LTER data repository were supported by Office of Polar
Programs, NSF Grants OPP-9011927, OPP-9632763 and OPP-
0217282. We also are grateful from funding provided by NASA
Award NNX14AL86G.

IV. REFERENCES

[1] Clarke A., Murphy, E.J., Meredith, M.P., King, J.C., Peck, L.S., Barnes,
D.K.A., Smith, R.C. 2007. Climate change and the marine ecosystem of
the western Antarctic Peninsula. Philosphical Transactions of the Royal
Society of London B 362, 149-166. doi:10.1098/rstb.2006.1958

[2] Schofield, O., Ducklow, H.-W., Martinson, D.G., Meredith, M.P., Moline,
M. A., Fraser, W. R. 2010. How do polar marine ecosystems respond to
rapid climate change? Science 328, 1520 DOI: 10.1126/science.1185779

[3] Skvarca, P., Rack, W., Rott, H. 1999. Climatic trend and the retreat and
disintegration of ice shelves on the Antarctic Peninsula: an overview.
Polar Research 18, 151-157.

[4] Vaughan, D. G., Marshall, G. J., Connolley, W. M., Parkinson, C.,
Mulvaney, R., Hodgson, D. A., King, J. C., Pudsey, C. J., Turner, J. 2003
Recent rapid regional climate warming on the Antarctic Peninsula.
Climatic Change 60, 243-274.

[5] Turner, J., and others. 2005. Antarctic climate change during the last 50
years. International Journal of Climatology 25: 279-294,
doi:10.1002/joc.1130

[6] Cook A.J. Fox, A.J., Vaughan, D.G., Ferrigno, J.G. 2005. Retreating glacier
fronts on the antarctic Peninsula over the past half-century. Science 308,
541-544.

[7] Stammerjohn, S.E., Martinson, D.G., Smith, R.C., Iannuzzi, R.A. 2008. Sea
ice in the western Antarctic Peninsula region: Spatio-temporal variability
from ecological and climate change perspectives. Deep Sea Research I1
55,2041-2058.

[8] Rignot, E., Bamber, J.L., Van den Broeke. 2008. Recent Antarctic ice mass
loss from radar interferometry and regional climate modeling. Nature
Geoscience. 1: 106-110.

[9] Vaughan, D. G., Marshall, G. J., Connolley, W. M., Parkinson, C.,
Mulvaney, R., Hodgson, D. A., King, J. C., Pudsey, C. J., Turner, J. 2003
Recent rapid regional climate warming on the Antarctic Peninsula.
Climatic Change 60, 243-274.

[10] Smith, R.C., Ainley, D., Baker, K., Domack, E., Emslie, S., Fraser, B.,
Kennet, J., Leventer, A., Mosley-Thompson, E., Stammerjohn, S., Vernet,



M. 1999. Marine ecosystem sensitivity to climate change. Bioscience
49(5): 393-404.

[11] Ducklow, H.W., Baker, K., Martinson, D.G., Quetin, L.B., Ross, R.M.,
Smith, R.C., Stammerjohn, S.E., Vernet, M., Fraser, W. 2007. Marine
ecosystems: The West Antarctic Peninsula. Philosophical Transactions
of the Royal Society of London B 362, 67-94.

[12] Prézelin B.B., Hofmann E.E., Mengelt C., Klinck, J. M. 2000. The linkage
between upper circumpolar deep water (UCDW) and phytoplankton
assemblages on the west Antarctic Peninsula Continental Shelf. Journal
of Marine Research, 58: 165-202.

[13] Smith, R.C., Martinson, D.G., Stammerjohn, S.E., lannuzzi, R.A., Ireson,
K., 2008. Bellingshausen and Western Antarctic Peninsula region:
pigment biomass and sea ice spatial/temporal distributions and
interannual variability. Deep-Sea Research 1, 55
doi:10.1016/j.dsr2.2008.04.027

[14] Serebrennikova, Y.M., Fanning, K.A. 2004. Nutrients in the Southern
Ocean GLOBEC region: variations, water circulation, and cycling. Deep-
Sea Research 11 51, 1981-2002. (doi:10.1016/j.dsr2.2004.07.023)

[15] Ducklow, H., Clarke, A., Dickhut, R., Doney, S.C., Geisz, H., Huang, K.,
Martinson, D.G., Meredith, M.P., Moeller, H.V., Montes-Hugo, M.,
Schofield, O., Stammerjohn, S.E., Steinberg, D., Fraser, W. 2012. Marine
pelagic ecosystems: the West Antarctic Peninsula, in Antarctica: An
Extreme Environment in a Changing World, ed. A.D. Rogers, Wiley.

[16] Clarke, A., Meredith, M. P. M., Wallace, M. 1., Brandon, A., Thomas, D.
N. 2008. Seasonal and interannual variability in temperature, chlorophyll,
and macronutrients in thenortherm Marguerite Bay, Antarctica. Deep-Sea
Res. Part I1. 55: 1988-2006. Doi:10.1016/j.dsr2.2008.04.035

[17] Holm-Hansen, O., Mitchell, B.G. 1991. Spatial and temporal distribution
of phytoplankton and primary production in the western Bransfield Strait
region. Deep-Sea Research 38, 961-980. doi:10.1016/0198-
0149(91)90092-T

[18] Kim, H., Doney, S. C., lannuzzi, R. A., Meredith, M. P., Martininson, D.
G., Ducklow, H. W. 2016. Climate forcing for dynamics of dissolved
inorganic nutrients at Palmer Station, Antarctica: An interdecadal (1993-
2013) analysis. Journal of Geophysical Research: Biogeosciences 12,
doi: 10.1002/2015JG003311

[19] Montes-Hugo, M., Doney, S.C., Ducklow, H.W., Fraser, W., Martinson,
D., Stammerjohn, S.E., Schofield, O. 2009 Recent Changes in
Phytoplankton Communities Associated with Rapid Regional Climate
Change Along the Western Antarctic Peninsula. Science 323, 1470-1473.

[20] Saba, G.K., Fraser, W.R., Saba, V.S., lannuzzi, R.A., Coleman, K.E.,
Doney, S.C., Ducklow, H.W., Martinson, D.G., Miles, T.N., Patterson-
Fraser, D.L., Stammerjohn, S.E., Steinberg, D.K., Schofield, O. 2014.
Winter and spring controls on the summer food web of the coastal West
Antarctic  Peninsula. Nature Communications 5: 4318 doi:
10.1038/ncomms5318

[21] Whitaker, T.M. 1982. Primary production of phytoplankton off Signy
Island, South Orkneys, the Antarctic. Proceedings of the Royal Society of
London, 214, 169-189.

[22] Krebs, W.N. 1983. Ecology of neritic marine diatoms, Arthur Harbor,
Antarctica. Micropaleontology 29: 267-297.

[23] Garibotti, I.A., Vernet, M., Ferrario, M.E., Smith, R.C., Ross, R.M.,
Quetin, L.B. 2003. Phytoplankton spatial distribution patterns along the
Western Antarctic Peninsula (Southern Ocean). Marine Ecology Progress

Series 261, 21-39. [24] Rodriguez, F., Varela, M., Zapata, M. 2002a.
Phytoplankton assemblages in the Gerlache and Bransfield Straits
(Antarctic Peninsula) determined by light microscopy and CHEMTAX
analysis of HPLC pigment data. Deep Sea Research Part 1. 49: 723-747.

[25] Moline, M.A., Claustre, H., Frazer, T.K., Schofield, O., Vernet, M. 2004
Alteration of the food web along the Antarctic Peninsula in response to a
regional warming trend. Global Change Biology 10, 1973-1980.

[26] Oliver, M. A., Irwin, A., Moline, M. A., Fraser, W., Patterson, D.,
Schofield, O., Kohut, J. 2013. Adelie penguin foraging location correlated
with local tides. Plos ONE. E55163 doi:10.1371/journal.pone.0055163.

[27] Schofield, O., Duclow, H., Bernard, K., Doney, S., Fraser-Patterson, D.,
Gorman, K., Martinson, D., Meredith, M., Saba, G., Stammerjohn, S.,
Steinberg, D., Fraser, W. 2013. Penguin biogeography along the West
Antarctic Peninsula: Testing the canyon hypothesis with Palmer LTER
observations. Oceanography 26: 78-80.

[28] Carvalho, F., Kohut, J., Oliver, M. J., Sherrell, R. M., Schofield, O. 2016.
Mixing and phytoplankton dynamics in a submarine canyon in the West
Antarctic  Peninsula. Journal of Geophysical Research doi:
10.1002/2016JC011650

[29] Carvalho, F., Kohut, J., Oliver, M. J., Schofield, O. 2017. Defining the
ecologically relevant mixed-layer depth for Antarctica’s coastal seas.
Geophysical Research Letters 44 doi:10.1002/2016GL071205.

[30] Smith R.C., Dierssen H., Vernet M. 1996. Phytoplankton biomass and
productivity in the western Antarctic Peninsula region. In: Ross R.,
Hofmann E., Quetin L. (eds) Foundation for ecological research west of
the Antarctic Peninsula. American Geophysical Union, Washington, DC,
p 333-356

[31] Vernet M., Martinson D., lanuzzi R., Stammerjohn S., Kozlowski, S.,
Sines, K., Smith, R. C., Garibotti. 2008. Primary production within the
sea-ice zone west of the Antarctic Peninsula. I. Sea ice, summer mixed
layer, and irradiance. Deep-Sea Research 11 55: 2068—2085.

[32] McWhinnie M.A., Denys C.J. 1980. The high importance of the lowly
krill. Natural History 89: 66-73.

[33] Valiela I. 1995. Marine Ecological Processes. Springer, New York, NY

[34] Kopczynska E.E. 1992. Dominance of microflagellates over diatoms in the
Antarctic areas of deep vertical mixing and krill concentrations. Journal
of Plankton Research, 14, 1031-1054.

[35] Moline M.A., Prézelin B.B. 1996. Palmer LTER 1991-1994: long-term
monitoring and analyses of physical factors regulating variability in
coastal Antarctic phytoplankton biomass, in situ productivity and
taxonomic composition over subseasonal, seasonal and interannual time
scales. Marine Ecology Progress Series, 145, 143-160.

[36] McMinn A. Hodgson D. 1993 Summer phytoplankton succession in Ellis
Fjord, eastern Antarctica. Journal of Plankton Research. 15, 925-938.

[37] Hewes C., Sakshaug E., Holm-Hansen O. 1985. Alternative pathways at
lower trophic levels in the Antarctic food web. In: Siegfried W, Condy P,
Laws R (eds) Antarctic Nutrient Cycles and Food Webs. Springer, Berlin,
p 277-283

[38] El-Sayed S. 1988. Productivity of the southern ocean: a closer look.
Comparative Biochemistry and Physiology B 90: 489-498

[39] Garzio, L. M., Steinberg, D. K. 2013. Microzooplankton community
composition along the Western Antarctic Peninsula. Deep Sea Research
| 77: 36-49. doi.org/10.1016/j.dsr.2013.03.001





<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles false
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize false
  /OPM 0
  /ParseDSCComments false
  /ParseDSCCommentsForDocInfo false
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo false
  /PreserveFlatness true
  /PreserveHalftoneInfo true
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Remove
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
    /Arial-Black
    /Arial-BoldItalicMT
    /Arial-BoldMT
    /Arial-ItalicMT
    /ArialMT
    /ArialNarrow
    /ArialNarrow-Bold
    /ArialNarrow-BoldItalic
    /ArialNarrow-Italic
    /ArialUnicodeMS
    /BookAntiqua
    /BookAntiqua-Bold
    /BookAntiqua-BoldItalic
    /BookAntiqua-Italic
    /BookmanOldStyle
    /BookmanOldStyle-Bold
    /BookmanOldStyle-BoldItalic
    /BookmanOldStyle-Italic
    /BookshelfSymbolSeven
    /Century
    /CenturyGothic
    /CenturyGothic-Bold
    /CenturyGothic-BoldItalic
    /CenturyGothic-Italic
    /CenturySchoolbook
    /CenturySchoolbook-Bold
    /CenturySchoolbook-BoldItalic
    /CenturySchoolbook-Italic
    /ComicSansMS
    /ComicSansMS-Bold
    /CourierNewPS-BoldItalicMT
    /CourierNewPS-BoldMT
    /CourierNewPS-ItalicMT
    /CourierNewPSMT
    /EstrangeloEdessa
    /FranklinGothic-Medium
    /FranklinGothic-MediumItalic
    /Garamond
    /Garamond-Bold
    /Garamond-Italic
    /Gautami
    /Georgia
    /Georgia-Bold
    /Georgia-BoldItalic
    /Georgia-Italic
    /Haettenschweiler
    /Impact
    /Kartika
    /Latha
    /LetterGothicMT
    /LetterGothicMT-Bold
    /LetterGothicMT-BoldOblique
    /LetterGothicMT-Oblique
    /LucidaConsole
    /LucidaSans
    /LucidaSans-Demi
    /LucidaSans-DemiItalic
    /LucidaSans-Italic
    /LucidaSansUnicode
    /Mangal-Regular
    /MicrosoftSansSerif
    /MonotypeCorsiva
    /MSReferenceSansSerif
    /MSReferenceSpecialty
    /MVBoli
    /PalatinoLinotype-Bold
    /PalatinoLinotype-BoldItalic
    /PalatinoLinotype-Italic
    /PalatinoLinotype-Roman
    /Raavi
    /Shruti
    /Sylfaen
    /SymbolMT
    /Tahoma
    /Tahoma-Bold
    /TimesNewRomanMT-ExtraBold
    /TimesNewRomanPS-BoldItalicMT
    /TimesNewRomanPS-BoldMT
    /TimesNewRomanPS-ItalicMT
    /TimesNewRomanPSMT
    /Trebuchet-BoldItalic
    /TrebuchetMS
    /TrebuchetMS-Bold
    /TrebuchetMS-Italic
    /Tunga-Regular
    /Verdana
    /Verdana-Bold
    /Verdana-BoldItalic
    /Verdana-Italic
    /Vrinda
    /Webdings
    /Wingdings2
    /Wingdings3
    /Wingdings-Regular
    /ZWAdobeF
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 200
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /ColorImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 200
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /GrayImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 400
  /MonoImageMinResolutionPolicy /OK
  /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

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e55464e1a65876863768467e5770b548c62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc666e901a554652d965874ef6768467e5770b548c52175370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA (Utilizzare queste impostazioni per creare documenti Adobe PDF adatti per visualizzare e stampare documenti aziendali in modo affidabile. I documenti PDF creati possono essere aperti con Acrobat e Adobe Reader 5.0 e versioni successive.)
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020be44c988b2c8c2a40020bb38c11cb97c0020c548c815c801c73cb85c0020bcf4ace00020c778c1c4d558b2940020b3700020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken waarmee zakelijke documenten betrouwbaar kunnen worden weergegeven en afgedrukt. 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 PDFs that match the "Required"  settings for PDF Specification 4.01)
  >>
>> setdistillerparams
<<
  /HWResolution [600 600]
  /PageSize [612.000 792.000]
>> setpagedevice


