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Abstract
With near-complete replacement of Arctic multi-year ice (MYI) by first-year ice (FYI) predicted to occur within this century, it remains uncertain how the loss of MYI will impact the
abundance and distribution of sea ice associated algae. In this study we compare the
chlorophyll a (chl a) concentrations and physical properties of MYI and FYI from the Lincoln Sea during 3 spring seasons (2010-2012). Cores were analysed for texture, salinity,
and chl a. We identified annual growth layers for 7 of 11 MYI cores and found no significant differences in chl a concentration between the bottom first-year-ice portions of MYI,
upper old-ice portions of MYI, and FYI cores. Overall, the maximum chl a concentrations
were observed at the bottom of young FYI. However, there were no significant differences
in chl a concentrations between MYI and FYI. This suggests little or no change in algal
biomass with a shift from MYI to FYI and that the spatial extent and regional variability
of refrozen leads and younger FYI will likely be key factors governing future changes in
Arctic sea ice algal biomass. Bottom-integrated chl a concentrations showed negative
logistic relationships with snow depth and bulk (snow plus ice) integrated extinction coefficients; indicating a strong influence of snow cover in controlling bottom ice algal biomass. The maximum bottom MYI chl a concentration was observed in a hummock,
representing the thickest ice with lowest snow depth of this study. Hence, in this and
other studies MYI chl a biomass may be under-estimated due to an under-representation
of thick MYI (e.g., hummocks), which typically have a relatively thin snowpack allowing
for increased light transmission. Therefore, we suggest the on-going loss of MYI in the
Arctic Ocean may have a larger impact on ice–associated production than generally
assumed.
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Introduction
Arctic first-year sea ice (FYI), from lower latitude and shelf regions, is generally more productive
than multi-year ice (MYI), which leads to the assumption that a replacement of MYI by FYI will
result in an overall increase of sea ice algal biomass. Arctic sea ice has already undergone a dramatic reduction of MYI with pronounced losses of the oldest and thickest MYI [1–3]. In September 2012, a new record Arctic sea ice extent minimum was set, far exceeding the previous record
minimum of 2007, which was itself a remarkable decline from previous years [4,5]. The decline
of summer sea ice has occurred concurrently with an increase in duration of the melt season and
changes in the timing of melt onset and freeze-up [5–8]. These findings in conjunction with climate-model simulations [9–12] demonstrate that continued Arctic warming and declining Arctic sea ice, with the replacement of MYI by FYI, is likely to continue unabated into the future,
having profound consequences for climate feed-backs, physical ocean processes, ecosystem linkages, and Arctic biodiversity [5,13].
The rapid loss of sea ice represents an equally rapid change in habitat for sea ice algae, protists, and ice-associated fauna. Sea ice algae represent an important and high quality food
source, directly or indirectly, for many key organisms found in polar regions (e.g. copepods,
amphipods, sea birds, polar cod, seals, polar bears; [14–17]). In the Arctic, the timing of ice
algal growth is important for the reproduction and growth of key grazing zooplankton species,
such as copepods [18,19]. Ice algae provide food for pelagic grazers or may sink at the time of
ice melt to the benthos where they are consumed by benthic communities or sequestered into
the sediments (e.g., [20]). Therefore, changes in ice algal biomass and distribution are expected
to strongly impact Arctic food webs and the Arctic carbon cycle, which can have cascading impacts on global-scale ecological interactions and the global carbon budget.
Sea ice decline, thinning of Arctic sea ice, and the loss of MYI have resulted in reduced Arcticwide sea ice albedo [21] and more light reaching the under-ice environment in summer [22].
Such conditions have been suggested to be conducive to the development of under ice phytoplankton blooms, which may become more prominent in the future [23]. Reductions in sea ice
thickness and extent have also been linked to increases in primary production in coastal shelf regions [24,25]. However, current and future estimates for primary production, including ice algal
and phytoplankton growth, in the central Arctic Ocean remain uncertain. Even with increased
light availability, primary production may be limited by nutrient supply, resulting in part from
increased surface water stratification [26].
The development of sea ice algal communities is influenced by sea ice microstructure (e.g., salinity and temperature which influence permeability), nutrient supply, and transmitted irradiance (see recent review in [27]). During spring, the main influences on under-ice irradiance are
the snow depth distribution, with snow extinction coefficients between 4 to 80 m-1[28–31], and
ice thickness, to a lesser extent, with extinction coefficients between 0.8 to 1.55 m-1[28,32–34].
Initial growth of sea ice algae, during early spring, is primarily controlled by the snow distribution, which is typically evident by a negative relationship between chlorophyll a (chl a) and snow
depth (e.g., [35,36]). During the progression of melt, light transmission increases due to changes
in the optical properties of snow and ice [34,37]. Consequently, ice algal growth increases and
shifts to a more nutrient-limited system, which can be accompanied by a combination of other
limiting factors such as: self-shading, diurnal light patterns, or ice ablation [38–40]. In some instances when light transmission increases faster than algal communities can adapt, the increased
light field can reduce activity and biomass of algal communities due to photo-inhibition [41,42].
Ice algal growth and the bloom period are terminated during advanced and rapid melt [40].
Many studies have characterized the relationship between snow depth, transmitted irradiance, and chl a for FYI (e.g., [35,36]), however, little is known about these relationships for
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Table 1. Summary of relevant studies on Arctic MYI chlorophyll a biomass.
Region

Season

Year(s)

Study
Melnikov et al. (2002) [77]*

Beaufort-Chukchi Seas

Year-round

1997–1998

Fram Strait

Winter

1993

Thomas et al. (1995) [76]

Fram Strait

Winter-Spring & Summer

2002 & 2003

Schünemann and Werner(2005) [49]*
Werner and Gradinger(2002) [79]*

Greenland Sea & FramStrait

Spring-Summer

1997

Bering Sea

Spring

<1974

McRoy and Goering (1974)[78]

Central Arctic Ocean

Summer

1991 & 1994

Gradinger (1999) [81];Gosselin et al. (1997) [92]

Beaufort-Chukchi Seas

Summer

2002 & 20032005

Gradinger et al. (2005) [51]Gradinger et al. (2010) [50]

Greenland Sea

Summer

1994 & 1995

Gradinger et al. (1999) [95];Werner and Zhang (2002)[79]*

Barents Sea

Summer

1993

Gradinger and Zhang (1997) [96]

*studies conducted during multiple seasons.
doi:10.1371/journal.pone.0122418.t001

MYI. In general, the large majority of studies dealing with ice algae or chl a biomass focus on
landfast FYI (e.g., [43–47], see also summary in [48]). These limitations stem from the logistical
constraints of sampling within the Arctic Ocean, particularly within regions dominated by MYI.
A summary of studies concerning Arctic MYI chl a biomass (Table 1) reveals the need for
more recent observations within MYI-dominated regions during the onset of algal growth
(e.g., April to May). The available MYI studies are all currently over nine years old with the majority covering the summer season (Table 1). The four studies conducted during the winterspring transition were conducted within the Bering Sea, Greenland Sea, Fram Strait and Beaufort Sea (Table 1) leaving a large portion of the MYI covered Arctic with no observations during this transitional period. Of all these MYI studies (Table 1), none characterize the chl asnow depth relationship or provide a detailed comparison between FYI and MYI chl a biomass
for the same region, which could provide insight into a future Arctic Ocean with little or no
MYI. Most of the MYI studies listed in Table 1, except for the three most recent studies (e.g.,
[49–51]), were conducted in a different Arctic system when the melt season was shorter [7],
temperatures were colder [52], sea ice was thicker [3], and MYI dominated [1]. Thus, it may be
stated that our current understanding of Arctic sea ice algae and chl a biomass is based on observations with limited spatial and temporal coverage from regions that have experienced pronounced changes. As a result, there is a need for additional MYI chlorophyll observations to fill
important spatial, temporal and seasonal (i.e., spring period) gaps.
The north-eastern coast of Canada, including the Lincoln Sea, represents an important region as it is home to some of the oldest and thickest ice in the Arctic and will likely be one of
the last remaining refuges for MYI in the future [1,5,53,54]. Despite the importance of this region, we are aware of only two sea ice biogeochemical studies in the Lincoln Sea, characterizing
microbial communities [55] and denitrification [56].The Lincoln Sea is one of the last remaining places where baseline observations of older (>3 years) MYI biogeochemical properties are
possible and a comparison between MYI and FYI would provide much needed insight into the
future of Arctic marine ecosystems. Based on the limited studies of MYI and the spatial bias of
FYI studies, it is difficult to estimate how Arctic sea ice algal biomass will change with a shift to
a FYI dominated system.
The main goal of our study was to determine if FYI has, or has the potential for, higher chl a
biomass than MYI in the Lincoln Sea and discuss the implications of our results in the context
of a future Arctic with little or no MYI. We address our scientific question first by providing
detailed analyses of the physical properties and chl a concentrations of sea ice (both MYI and
FYI) in three consecutive spring seasons, from a region where no similar studies have been
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Fig 1. Overview Maps of the study region and ice coring sites. a) Map of the Arctic Ocean with an outline of the study region. b) Map of the Lincoln Sea
and neighboring regions. Drifting ice sites (pack ice), ocean bathymetry, and an outline of landfast ice sites are indicated. c) Map of landfast ice coring sites,
immediately offshore from CFS Alert.
doi:10.1371/journal.pone.0122418.g001

reported. Then we evaluate potential differences of ice-algal chl a concentrations and biophysical sea ice properties between ice types, ice ages, and texture classes. Lastly, we investigate the
relationship between sea ice chl a concentrations and environmental properties, such as snow
depth, sea ice structure, and light availability.

Materials and Methods
Study region
In order to conduct this research project in accordance with regulations set forth by the governing
agencies responsible for the study region, all relevant research licenses and permissions were acquired from the Nunavut Research Institute (License numbers: 02–075 10R-M; 02–108 11R-M;
02 012 12R-M) and Nunavut Impact Review Board (Screening Decision Report 08YN057).
The Lincoln Sea (Fig 1) has been called the “Last Ice Area” by the World Wildlife Fund
based on recommendations from Arctic Council Assessments, indicating that the Lincoln Sea
requires specific attention and research [57,58]. Most studies in this region focus on physical
properties (of the MYI) and have documented a slight decline in modal ice thickness since
2004 from between 4.0 and 4.5 m (pre-2008 observations) to 3.5 m (post-2008 observations),
which is likely the result of less old ice along the northern coast of Canada [5,54].
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The Lincoln Sea is a dynamic area due to interaction with, and exchange of, sea ice with the
Arctic Ocean. The Lincoln Sea ice cover is comprised of immobile landfast coastal sea ice at the
southern edges and mobile pack ice at its northern extent. The landfast ice consists primarily of
consolidated pack ice with smaller amounts of FYI forming in the interstitial space during
freeze-up. The division between landfast ice and pack ice is not a distinct line but rather a transitional region that can be characterized by ice with limited mobility due to geographic barriers
and the intermittent nature of ice export to the south through Nares Strait. Sea ice in the Lincoln
Sea typically comes from the Central Arctic Ocean transported by the Beaufort Gyre and Transpolar Drift circulation patterns [59,60]. However, the origin of sea ice in the Lincoln Sea is uncertain because ice ages are typically between 2 to 5 years, with a decreasing proportion of >5
year old ice [1]. This means that ice in this region could have originated from anywhere in the
Arctic Ocean.

Sampling
Sampling was conducted during spring in the first two weeks of May 2010, 2011 and 2012 in
the Lincoln Sea. One site was located north of the Lincoln Sea (Fig 1). Sea ice cores were taken
at a total of 18 sites: 11 MYI sites (4 in 2010, 4 in 2011 and 3 in 2012), and 7 FYI sites (1 in
2010, 2 in 2011 and 4 in 2012), including landfast ice and mobile pack ice (Fig 1). Landfast ice
sites were visited by snowmobile, and pack ice sites were visited by helicopter or Twin
Otter aircrafts.
During this time of year, when temperatures are typically below -10°C and the low salinity
MYI is very hard, coring thicker than ~3.5 m becomes exponentially more difficult. We therefore chose relatively level sites that we knew were below ~3.5 m based on pre-drilled 2 inch
auger thickness holes.
At each site three ice cores were extracted within 1 m of each other using a 9 cm inner diameter ice corer (Kovacs Enterprise Mark II) and stored in sterile U-Line bags. One core was sampled for texture and bulk salinity (“Texture core”), one core for chlorophyll a (“chl a core”) and
one to two cores for microbial genetics (genetic methodology/protocol and results from one
MYI site “1–11” presented elsewhere, see [55]). Due to small discrepancies between core
lengths at the same site, texture core lengths were adjusted to correspond to the chl a core
length by linearly interpolating each depth value (e.g. texture class, bulk salinity, temperature
and brine volume) of the texture cores proportionally. All cores were transported from the
field back to the Canadian Forces Station (CFS) Alert, Nunavut, Canada (82.5°N, 62.5°W) and
stored at -15 to -20°C in the dark.

On-site measurements
At each core location, snow depth (here after referred to as core-location-snow-depth), freeboard and core length were measured. These measurements represent the local conditions (i.e.,
one single point) at sampling locations, which should not be confused with the larger-scale
snow depth and ice thickness survey measurements. Internal ice temperatures were measured
on texture cores by drilling holes and inserting a thermometer (Testo 720) immediately after
core extraction. Temperatures were measured from surface to bottom at intervals of 0.1 m
(cores: 1–10, 3–10 and 4–10) and 0.5 m (core 5–10). In 2012, only ice surface temperature
(depth 0.1 m) was measured. For these cores the internal ice temperatures were linearly interpolated between the surface and assumed (theoretical) bottom temperature of -1.78°C with typical
surface water salinities in the Lincoln Sea of ~32 [61]. During the study period daily temperature
variation within the ice was minimal and based on the measured temperature profiles a linear
relationship with ice depth demonstrated a good fit (R2 = 0.94). Brine volume estimates were
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Table 2. Description of each sea ice texture class.
Ice Class

Description

Snow-Ice

Looks like granular but is clear in un-polarized images. Forms during ﬂooding or with
presence liquid water and snow near freezing and forms small granular crystals during
rapid freezing.

Melt Pond

Fresh water, clear in appearance, at or very near the surface of the ice. Sometimes
overlaid by snow-ice.

Retextured

Clear ice with unusual crystals or very large crystals, forms near surface below water
level

Deteriorated

Transformed columnar or mixed ice with large brine or air pockets, near the surface
usually above water level.

Granular

Consolidation of frazil ice usually near the surface (typically with mixed layer underneath).
This can occur within MYI and is evidence of super-cooling, turbulent water and/or
presence of adjacent re-freezing lead which creates conditions for rapid freezing and
formation of frazil ice.

Mixed col./
gran.

Mixture of congelation and granular ice. This class also includes intermediate
congelation/granular ice because they are difﬁcult to distinguish.

Columnar

Elongated crystals

doi:10.1371/journal.pone.0122418.t002

calculated for cores with temperature measurements using equations in [62]. Brine volume values are reported in parts per thousand (ppt).
Snow depth and ice thickness surveys were conducted along transects adjacent to each coring
site. These measurements represent the larger-scale characteristics of the sampled ice floes, which
should not be confused with the point measurements: core-location-snow-depth and core length.
Snow depth was measured using a metal probe at 1 or 10 m intervals and ice thickness was measured in 2 inch augers holes drilled in the ice at 10 m intervals. The length of each transect and
number of measurements were dependent on ice type and time constraints (range = 0 to 400 m,
mean = 100 m). Snow density measurements were calculated for 5 snow samples collected, at site
2–10, using an Adirondack snow sampler. Additional density values from the same study region
were acquired during the CryoSat Validation Experiment (CryoVEx: 11 to 18 April, 2011[63]).
Air temperature data were provided by the Environment Canada weather station located
on shore at CFS Alert, Nunavut. Mean daily air temperatures during the study were on average -12.5°C (2010 to 2012 combined), with a range between -20.3 to -7.4°C, and a maximum
temperature of -3.1°C. Downwelling total solar irradiance measurements representative of the
sampling area were also measured at the nearby CFS Alert weather station. Mean and range
of values were calculated for the period May 1–11, 2010 to 2012 (mean = 984, range = 213
to 2313 μmol photons m-2 s-1; data acquired from NOAA / ESRL / GMD / GRAD, the
GMD-Radiation Group, ftp://aftp.cmdl.noaa.gov/data/radiation/baseline/alt/).

Texture cores
Texture analysis was conducted at ~ -15°C. Texture cores were cut into 0.10 to 0.15 m vertical
sections that were further cut into vertical thick sections ~ <5 mm thin, using an electric band
saw. For each section, the ice remaining after cutting was put into plastic containers, melted
and analyzed for bulk salinity using a salinometer (WTW 3300i). Bulk salinities are reported in
parts per thousand (ppt). Thick sections were imaged under crossed polarizers. Analysis of the
images provided a stratigraphic description of each ice core by identifying different ice texture
classes and the boundaries between classes. Here we divided ice types into 7 texture classes
based on grain structure and appearance, following classification systems outlined in [64–67]
(Table 2 and Fig 2). For each section of the chl a cores, the dominant texture class (i.e. the
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Fig 2. Cross polarized imagery of ice core thin sections showing different ice types. a) core 7–12; b)
core 7–12; c) core 2–10; d) core 3–11; e) core 1–12; and f) core 7–12.
doi:10.1371/journal.pone.0122418.g002
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texture class with the highest areal coverage) from the corresponding texture core was assigned.
For surface pieces the uppermost texture class was always assigned to the section because deteriorated ice and snow-ice are distinct layers and only located at the surface.
In MYI cores, we identified the previous year’s annual layer in 7 cores by identifying peaks
in bulk salinity profiles that corresponded with changes in crystal structure at the same depth,
as described in [68,69]. Accordingly, MYI cores were divided into two groups: the sections
above the annual layer (older ice) were classified as multi-year (MY) and sections below the annual layer (new ice) were classified as first-year (FY). Therefore, in later analyses ice type categories comprise MYI cores and FYI cores, whereas ice age categories comprise MY (multi-year
sections of MYI cores), FY (first-year ice sections of MYI cores) and FYI (first-year ice cores).
MY portions represent ice that has survived at least one summer. The FY portions represent
ice that has grown under the MY portions and typically begins to form during freeze-up in September-October [7]. In general FYI and FY represent ice of similar ages (e.g. <1 year), however, FYI can represent ice that started to form either during freeze-up or at a later stage as open
water leads form and refreeze. FY also grows slower than FYI due to increased thermal insulation of the thicker ice (MY) and snow layer above it.

Chlorophyll a cores
In order to minimize any potential influences on the chl a measurements, these cores were always stored below -15°C in the dark, for a maximum of nine days. The cores were then
shipped, via air at a maximum temperature of -10°C in the dark, to Resolute Bay, Nunavut,
where they were stored below -20°C in the dark for 1 to 2 days. Cores were cut using an electric
band saw (sterilized with 95% ethanol) in a -20°C walk-in freezer. Cores were cut into 10 cm
sections except for end pieces (range: 0.09 to 0.17 m), placed in sterile Whirl-Pack (NASCO)
bags and melted in the dark. End pieces for 2010 and 2012 samples refer to the ice-air interface.
The 2011 cores were cut in the opposite direction, therefore these end pieces refer to the icewater interface. Core sections were melted without the addition of filtered sea water (FSW) because we were also measuring dissolved constituents (i.e. DOC, nutrients; data not presented
here) in the core sections. It has been shown that for common biological analyses (e.g., chlorophyll a concentrations) melting without the addition of FSW is an acceptable procedure [70].
Chl a concentrations were determined on sub-samples filtered onto Whatman GF/F filters,
after 24 h extraction in 90% acetone at 4°C in the dark, using a 10AU Tuner Design fluorometer calibrated with pure chlorophyll extract from Anacystis nidulans (Sigma; [71]). Chl a concentrations were determined using equations from [71] and corresponding instrument
calibration coefficients. Chl a concentrations are expressed volumetrically (mg m-3) or are vertically integrated (mg m-2) for the bottom 0.2 m core sections (hereafter referred to as bottomintegrated), age class core sections, or total core length.

Statistical analyses
Initial data exploration demonstrated that the distributions of chl a data were highly skewed. To
achieve the normal distribution patterns required for parametric statistical analyses, log-transformations were applied to the chl a data. Two-sample t-tests were conducted to determine the
effect of ice type (MYI & FYI) on the chl a concentrations of the sea ice. Variance analyses
(ANOVAs) were conducted in order to determine the effect of ice age class (MY, FY & FYI);
year and texture class on the chl a concentrations of the ice. Post-hoc tests (Tukey’s HSD) were
conducted when both parametric ANOVA (transformed data) and non-parametric KruskalWallis (non-transformed data) analyses showed significant differences.
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To investigate the potential influence of snow depth and sea ice optical properties on
bottom-integrated chl a concentrations a logistic regression model was applied. A logistic regression was used in order to identify potential critical values (inflection point) of the independent variables (e.g., snow depth and bulk integrated extinction coefficients) that could indicate
a threshold value for optimal algal growth. Logistic regression analysis required values of the
dependent variable in the range 0 to 1.Therefore, bottom-integrated chl a values were normalized to the range 0 to 1 by dividing each chl a value (yi) by the maximum value for all cores
(ymax). The relationship between bottom-integrated chl a concentrations and bulk integrated
extinction coefficients, for visible radiation, was analyzed in a similar manner. For all calculations we used extinction coefficients for snow: ks = 20.0 m-1 [28]; MYI: km = 1.55 m-1; and FYI:
kf = 1.45 m-1 [32]. The value of ks, used here, was chosen from a table of ks values [28] based on
a corresponding snow density comparable to measured values for our study region between
260 to 281 kg m-3 (see section Physical properties). The values of ks, km, and kf were integrated
over the depth of the corresponding ice and snow layers for each core site resulting in “integrated extinction coefficients” (dimensionless), i.e., a value for each snow and ice layer at each site.
The “bulk (snow plus ice) integrated extinction coefficient” is simply the sum of the integrated
extinction coefficients for snow and ice (also dimensionless), i.e., one value for each core site.
In the resulting bulk integrated extinction coefficients, larger values mean shallower penetration of light.
Results are reported as arithmetic mean ± one standard deviation (μ^± 1σ).
All statistical analyses were conducted with the R software package v-2.15.2 [72].

Results
Physical properties
Based on site-averaged drill hole thickness measurements, i.e., characterizing the larger scale
ice properties of the sampled floes, MYI sites were more than twice as thick (3.28 ± 0.56 m) as
FYI sites (1.42 ± 0.42 m). Mean MYI core length (2.62 ± 0.24 m), i.e., only characterizing local
ice properties of core sampling locations, was also nearly twice as thick as FYI (1.39 ± 0.52 m),
with higher variability in FYI core lengths. FYI sites represented two different kinds of ice: ice
that formed during the fall when the landfast ice consolidated (i.e., older and thicker FYI with
more snow); and ice that formed later in mobile ice when open leads formed and then refroze
(i.e., younger and thinner ice with typically less snow).
Site-averaged snow depth at MYI sites (0.39 ± 0.10 m), in general, was thicker than at FYI
sites (0.26 ± 0.15 m). Although MYI had lower variability between site-averaged snow depth
values, FYI had lower variability when considering each site individually. This was illustrated
by the mean of site standard deviations for FYI snow depth: 0.08 m, compared to MYI: 0.17 m.
Mean snow density at site 2–10 (Fig 1) was 260 ± 0.03 kg m-3 (n = 5) and during CryoVex 2011
was 281 ± 0.7 kg m-3 (n = 11 [63]).
There was no significant inter-annual difference in the mean physical properties (e.g. snow
depth and ice thickness) of FYI or MYI (ANOVA, p>0.05). For FYI, there were significant positive relationships between core-location-snow-depth and ice core length (R2 = 0.56, p = 0.05,
n = 7), and between snow depth and mean ice thickness survey measurements (R2 = 0.66,
p<0.05, n = 7). For MYI, there was an inverse relationship between snow depth and ice core
length (R2 = 0.51, p = 0.01, n = 11), and no significant relationship between snow depth and
mean ice thickness survey measurements (R2 = 0.12, p = 0.3, n = 11).
Two FYI cores were exceptional (3–10 and 6–12; Table 3), exhibiting considerably lower ice
thickness, snow depth and core length than the other FYI cores analyzed in this study. These 2
sites were determined to be refrozen leads that correspond to younger FYI that formed later in

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

9 / 26

2–10

4–10

5–10

-

MYI

MYI

MYI

μ^
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5–12

7–12

-

MYI

μ^

-

μ^

MYI

6–12

FYI

1–12

4–12

FYI

MYI

3–12

μ^

2–12

6–11

-

MYI

FYI

5–11

MYI

FYI

3–11

MYI

-

μ^

1–11

4–11

FYI

MYI

2–11

FYI

-

82.5

82.9

82.5

-

82.9

86.1

82.5

82.5

-
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mx = mixed, gran = granular, retex = retextured, mp = melt-pond, s-i = snow-ice, det = deteriorated.
“-”= Not available.

salinity (ppt), BV = core averaged brine volume (ppt), μ^= arithmetic mean, σ = one standard deviation, d = distance, N = sample number, fb = mean freeboard, col = columnar,

All measurements are in meters (m). Abbreviations and symbols: lat = latitude, lon = longitude, bath. = bathymetry, core = core length, snow = core-location-snow-depth, sal = bulk
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Fig 3. Example vertical profiles for MYI and FYI. Chl a, brine volume (BV), bulk salinity, and texture
classes for: a) FYI core 6–12 and b) MYI core 5–12.
doi:10.1371/journal.pone.0122418.g003

the season. Although core 4–11 core length was not exceptionally low, survey measurements
indicated site 4–11 had the thinnest ice and snow pack (excluding sites 3–10 and 6–12;
Table 3). The location was also at the edge of the landfast ice where unstable ice is likely even
after freeze-up, therefore was also considered to be a younger FYI site, although older than
sites 3–10 and 6–12.
In all cores, observed internal ice temperatures increased towards the ice-water interface.
Surface ice temperatures ranged between -11.5 and -5°C. Bottom ice temperatures were consistently close to the freezing point of sea water (~ -1.78°C; see section On-site measurements).
All FYI cores followed typical C-shaped bulk salinity curves (Fig 3a), except for core 4–12
which showed a bulk salinity profile similar to MYI. MYI cores followed typical vertical bulk
salinity profiles for MYI with low salinities (0 to 2) near the surface and a general increasing
trend towards the bottom ice (Fig 3b). Brine volume also increased with depth in most cores.
Only core 1–12 had a brine volume peak at 0.57 m.
Based on the measured length of each texture class, FYI cores consisted predominantly of
columnar ice (76%), with only minor proportions of granular (17%) and mixed (7%) ice. Retextured, melt pond, snow-ice and deteriorated texture classes were not identified in FYI and
represented 5% of MYI but in some instances represented up to 50% of MYI (e.g., core 5–11;
Table 3). MYI cores had a lower proportion of columnar ice (57%), over twice the amount of
mixed ice (17%), and approximately equal proportions of granular (14%) ice compared to FYI.
Annual growth layers were identified in 7 out of 11 MYI cores (1–10, 2–10, 4–10, 5–10, 1–11,
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Fig 4. Vertical profiles of chl a concentrations for all cores. Solid horizontal lines represent identified annual layers used in the analyses and dashed
horizontal lines represent potential annual layers not used in the analyses (x-axis is log scale).
doi:10.1371/journal.pone.0122418.g004

5–12 and 7–12: Fig 4). The FY portions (i.e., ice below the annual layer) had a mean length of
0.67 ± 0.31 m and the MY portions (i.e., ice above the annual layer) had a mean length of
1.90 ± 0.40 m. Potential annual growth layers were also identified for the remaining 4 MYI
cores (1–12, 3–11, 5–11 and 6–11: Fig 4); however, these were not assigned as annual layers in
the analysis due to lack of confidence (e.g. presence of multiple layers or lack of correspondence
between texture change and bulk salinity peak/change).
A summary of all sea ice physical properties is provided in Table 3.

Chlorophyll a
All ice cores, with the exception of core 1–12, had chl a concentration peaks or maximum values in the bottom sections (Fig 4). Most core sections had chl a concentrations <3 mg m-3
(Figs 4 and 5). Two FYI cores had chl a concentrations >10 mg m-3 in the bottom sections
(~0.1 m): core 3–10 (14.1 mg m-3) and 4–11 (15.4 mg m-3; Fig 4). These two FYI cores also corresponded to younger FYI sites (e.g. refrozen lead). Two MYI cores had sections with chl a concentrations >5 mg m-3: core 5–10 (14.1 mg m-3; section midpoint 0.15 m from bottom), which
corresponded to a MYI hummock with the lowest core-location-snow-depth, and core 1–12
(8.4 mg m-3; section midpoint 0.57 m from surface), which had a brine volume peak at the
same depth as the chl a peak. In all MYI cores with confirmed annual layers, peaks in chl a concentrations closely matched the depths of the annual layers (Figs 3 and 4). Ice cores with re-frozen melt ponds (e.g. 1–10, 1–11, 1–12, 2–10, 5–11 and 7–12) also showed local chl a peaks near
the surface (Figs 4 and 5). Examples of chl a, bulk salinity, and brine volume profiles with coincident texture classes are shown in Fig 3.

Comparison of ice classes
We found significantly higher bulk salinity values in FYI compared to MYI. MYI cores had
higher mean core-integrated chl a concentrations (0.93 ± 0.68 mg m-2) than FYI (0.71 ± 0.92
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Fig 5. Chl a concentrations in each texture class. a) FYI; and b) MYI. Bars show median values with error bars delineating the 25 and 75 percentiles.
doi:10.1371/journal.pone.0122418.g005

mg m-2). These differences, however were not statistically significant (t-test, p = 0.1). We also
found no significant effect of ice type on volumetric or areal chl a concentrations (Fig 6). However, the relative chl a concentrations (e.g., fraction of the total core-integrated chl a) in the
bottom 0.2 m were significantly higher in FYI than in MYI (Fig 6).
One-way ANOVA tests were conducted to compare the effect of ice age (i.e., the upper
multi-year portion of multi-year ice [MY]; the bottom first-year portion of multi-year ice [FY]
and first-year ice cores [FYI]) on the chl a distribution of sea ice. There was no significant effect
of the ice age portions on age class-averaged volumetric or areal chl a concentrations (Table 4).
When all ice cores were compared, bottom-integrated and core-integrated chl a concentrations were significantly higher in landfast ice than in pack ice (Fig 7a and 7c). Multi-yearlandfast ice had significantly higher core-integrated chl a concentrations than multi-yearpack ice (Fig 7b). No significant differences were observed when we compared first-yearlandfast ice to first-year-pack ice, landfast-MYI to landfast-FYI, or pack-MYI to pack-FYI
(Table 5; and Fig 7b and 7d).

Relationships between chl a, snow depth, and bulk integrated extinction
coefficients
Logistic regressions were conducted to assess the relationship of normalized bottom-integrated
chl a concentrations with snow depth and bulk integrated extinction coefficients, respectively
(Fig 8). Core 6–12 was excluded from this analysis because it was located on a recently refrozen
lead that likely experienced different growth conditions and had different snow properties (e.g.,
thinnest ice and snowpack compared to the other two young FYI sites 3–10 and 4–11). The logistic regression for snow depth showed a step-wise transition with an inflection point at approximately 0.17 m (Fig 8b). The logistic regression for bulk integrated extinction coefficients
shows a more abrupt step-wise transition with an inflection point at a value of 5.8 (Fig 8c).
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Fig 6. Summary of chl a concentrations in different ice types and age portions. Bars show median values with error bars delineating the 25 and 75
percentiles for: a) core-integrated chl a in MYI (dark-gray) and FYI (light-gray); b) bottom-integrated chl a for MYI and FYI; c) percent of the total chl a in the
bottom 0.2 m for FYI and MYI; and d) chl a integrated over lengths of FYI cores (light-gray) and over age class sections for first-year (FY) and multi-year (MY)
portions of MYI (dark-gray).
doi:10.1371/journal.pone.0122418.g006

Discussion
Sea ice thickness
MYI in the Lincoln Sea constitutes some of the thickest sea ice remaining in the Arctic Ocean
[5,53]. Our total thickness (snow plus ice) survey measurements (MYI: 3.0 to 4.9 m; FYI: 0.9 to
2.3 m) are in agreement with aerial and ground-based total thickness measurements conducted
in the same study region, with modal total thickness values for MYI between 3.1 and 5.0 m,
and for FYI between 0.9 and 2.0 m [53,54]. With a range of 0.86 to 2.24 m, the total thickness
(core length plus core-location-snow-depth) of core sites for FYI was in line with the larger
scale survey measurements. MYI core sites, however, demonstrated slightly lower total thickness (core length plus core-location-snow-depth) values (2.65 to 3.28 m) than in the survey
measurements. MYI, especially in the Lincoln Sea, has a very broad thickness distribution. Although the total thickness of the MYI cores remained within the broader thickness distribution
they do not represent the thicker end of a typical ice distribution in the Lincoln Sea. This sampling bias is due to the increasing difficulty and time required for sampling as ice
thickness increases.
Table 4. Statistical summary of results comparing chlorophyll a between ice age portions (MY, FY
and FYI).
Variable

Description

FYI mean ± SD

FY mean ± SD

MY mean ± SD

chl a

mean (mg m-3)

0.58 ± 0.83

0.55 ± 0.56

0.21 ± 0.09

integrated (mg m-2)

0.71 ± 0.92

0.36 ± 0.40

0.40 ± 0.20

* Indicates signiﬁcant test result at p<0.05.
doi:10.1371/journal.pone.0122418.t004
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Fig 7. Summary of chl a concentrations comparing landfast ice and pack ice. a) Core-integrated chl a for all cores (MYI and FYI combined); b) coreintegrated chl a categorized into FYI (light-gray) and MYI (dark-gray), then by landfast ice (left) and pack ice (right); c) bottom-integrated chl a for all cores;
and d) bottom-integrated chl a categorized into FYI (light-gray) and MYI (dark-gray), then by landfast ice (left) and pack ice (right). Bars show median values
with error bars delineating the 25 and 75 percentiles.
doi:10.1371/journal.pone.0122418.g007

Snow depth
The mean snow depth for MYI of 0.39 m (present study) was representative of the region when
compared to the mean snow depth of 0.3 m found by [53]. The controlling factors for snow accumulation and distribution on MYI and FYI, however, were different. When analyzing all FYI
sites together, we found a positive relationship between core snow depth and ice core length.
This was surprising since on a FYI floe of uniform age a negative relationship between snow
depth and ice thickness is expected due to the thermal insulating effect of snow on ice growth
[73]. Based on the variability of site-averaged FYI thicknesses, it is clear that FYI sites had formed
at different times. Therefore, snow depth was rather a function of ice age: FYI that formed earlier
had more time to accumulate snow, and for ice to grow, compared to newer ice. In addition,
snow re-distribution and/or snow fall later in the season would have a minimal insulation effect.
On MYI, snow depth and core length had a negative relationship. Apart from the thermal insulating effect, surface topography also plays an important role for snow distribution on MYI [74].
In contrast to more level FYI, MYI has an undulating surface due to accumulation of melt ponds,
presence of hummocks, pressure deformation and differential melt. This subsequently promotes
the accumulation of snow in thinner low spots during wind driven re-distribution, leading to the
observed negative relationship between ice thickness and snow depth.

Annual layers
The FY portions of the MYI, and all of the FYI cores were representative of ice forming locally
in the Lincoln Sea during the previous winter. FY ice portions had thicknesses between 0.4 and

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

15 / 26

MYI vs. FYI: Chlorophyll a and Physical Properties

Table 5. Statistical summary of results comparing chlorophyll a between ice types (MYI vs. FYI and
landfast ice vs. pack ice).
Variable

Description

FYI mean ± SD

MYI mean ± SD

Bulk salinity (ppt)

-

*** 4.75 ± 1.02

***2.85 ± 0.69

Percent of total chl a inbottom 0.2 m
(%)

-

** 46 ± 27

** 20 ± 10

chl a (bottom 0. 2 m):

mean (mg m-3)

2.58 ± 3.76

0.89 ± 1.07

integrated (mg m )

0.52 ± 0.75

0.18 ± 0.21

mean (mg m-3)

0.58 ± 0.77

0.35 ± 0.22

integrated (mg m-2)

0.71 ± 0.85

0.93 ± 0.64

landfast ice (mg m2
)

0.70 ± 0.91

0.22 ± 0.25

pack ice (mg m-2)

0.04 ± 0.01

0.06 ± 0.04

landfast ice (mg m
)

0.92 ± 1.02

1.16 ± 0.66

pack ice (mg m-2)

0.16 ± 0.11

0.32 ± 0.14

-

-

Landfast ice
mean ± SD

Pack ice
mean ± SD

chl a (bottom-integrated):

all cores (mg m-2)

* 0.41 ± 0.61

* 0.05 ± 0.03

MYI (mg m-2)

0.22 ± 0.25

0.06 ± 0.04

FYI (mg m-2)

0.70 ± 0.91

0.04 ± 0.01

all cores (mg m-2)

* 1.07 ± 0.78

* 0.26 ± 0.14

MYI (mg m-2)

* 1.16 ± 0.66

* 0.32 ± 0.14

FYI (mg m-2)

0.92 ± 1.02

0.16 ± 0.11

-2

chl a (entire core)
chl a (bottom-integrated):

chl a (core-integrated):

chl a (core-integrated):

-

2

Note: entire core mean values account for the length of each section in terms of its contribution to the core
mean value and therefore can be slightly different from mean values reported in text for core sections.
Signiﬁcant test results indicated by:
* p<0.05;
** p<0.01;
*** p<0.001.
doi:10.1371/journal.pone.0122418.t005

0.7 m, which agrees well with reported literature values for new-ice growth at the bottom of
MYI between 0.45 and 0.55 m [69,73,75]. Based on general sea ice circulation patterns [59] the
MYI in our region had most likely spent a substantial portion of its life within the central Arctic
Ocean. Therefore the MY portions of the MYI, were likely representative of central Arctic
MYI.
Annual layers in MYI cores were identified at the transition from columnar ice texture of
FY portions to granular and mixed texture in the MY portion. Local chl a peaks were observed
to coincide with all of the identified annual layers and are probably remnants from the previous
year’s algal communities. A previous study [76] also observed internal chl a peaks that corresponded with a transition from mixed to columnar ice types, but did not conclude it was an annual layer. The correspondence of both texture and bulk salinity profiles with local chl a peaks
and the agreement with literature values provides strong evidence that the internal chl a peaks
corresponded to the bottom ice algae layers from previous years.

Overview of chlorophyll a concentrations
A comparison of our maximum bottom-integrated chl a concentration (1.9 mg chl a m-2) with
maximum bottom-integrated chl a concentrations reported for different regions during spring
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Fig 8. Snow histogram and logistic regressions. a) Histogram of snow depth survey measurements at
MYI sites (n = 538). Logistic regressions of normalized bottom-integrated chl a concentrations as a function
of: b) snow-depth at core locations; and c) bulk (snow plus ice) integrated extinction coefficients.
doi:10.1371/journal.pone.0122418.g008

(see summary in [48] and references therein) shows that our chl a values from the Lincoln Sea
were low compared to other regions of the western Arctic Ocean. In the Canadian Arctic Archipelago, values were one to two orders of magnitude higher (14 to 340 mg chl a m-2), and in the
Baffin Bay and the Beaufort Sea they were over one order of magnitude higher (24 to 64 mg chl
a m-2). The large majority of these and other sea ice studies, however, focus primarily on FYI
[48]. Consequently a comparison with spring MYI chl a concentrations is limited to only a few
studies. Our range of core-averaged MYI chl a concentrations (0.1 to 0.8 mg chl a m-3) is in
agreement with other spring MYI values (~ 0.1 to 0.65 mg chl a m-3 [77]), observed during a
drifting study at slightly lower latitudes (75 to 80°N) in the Beaufort and Chukchi Seas. Our FYI
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maximum core-averaged chl a concentration value (2.1 mg chl a m-3), however, was an order
of magnitude higher than maximum FYI core-averaged concentrations measured during that
study in April to May (~0.2 mg chl a m-3). Melnikov et al. (2002) [77] reported highest MYI
chl a concentrations during July providing some evidence that our study was conducted during
the early stages of the growth season, and maximum biomass levels had not yet been reached.
Spring MYI chl a concentration values comparable to our study were also reported from the Bering Sea with core-integrated concentrations between 0.3 to 3.0 mg chl a m-2 [78], the Greenland Sea with core-integrated concentrations between 0.73 to 2.63 mg chl a m-2 [79], and Fram
Strait with section concentrations between 0.0 to 3.4 mg chl a m-3 [49].

Comparison of Ice Age Portions (MY, FY, FYI)
It is well documented that differences in chl a biomass are observed in FYI at the same location
due to small scale variations in snow and ice properties (see review in [27]). We have shown
that FYI and MYI have different snow and ice properties; suggesting different under-ice light
regimes. Based on FYI and FY samples that have grown in the same region (i.e., similar water
properties), it might be expected to observe different ranges in chl a concentration values between the ice ages, due to differences in the light regimes. Our observations, on the other hand,
showed similar chl a concentrations for FYI and for FY samples, and similar bottom chl a concentrations for FYI and MYI. This indicates that the range of under-ice light conditions may be
similar under FYI and MYI (FY), regardless of large differences in their physical properties.
It might also be expected that the upper MY portion would have had lower chl a concentrations than the other ice age portions, because it experienced vertical flushing of the ice column
during the previous melt season(s), and had no access to nutrient replenishment from the underlying water column. However, during our study the upper MY still had chl a concentration
values similar to FY and FYI. This observation can be attributed to the presence of remnant
communities within the previous year’s bottom layers and melt ponds. Refrozen melt-ponds
were identified at or near the surface of 6 out of 11 MYI cores. Each coincided with an elevated
chl a concentration in the corresponding core section. Algal communities in surface layers of
Arctic sea ice are not common. However, similar features were observed in summer sea ice by
Gradinger et al., (2005), and were attributed to freshwater melt pond inhabitants [51].
Maintenance of the previous years’ algal biomass levels in the annual layers was supported
by a separation of bacterial communities in one MYI core. At MYI site 1–11, distinct bacterial
assemblages were observed at different depths (i.e., surface melt ponds, MY, and FY) based on
analyses of the 16S rRNA gene from one coincident core [55]. This suggests that carbon
sources were high enough and vertical exchange was sufficiently low to sustain different bacterial communities within the entire MYI column at site 1–11. Although the presence of sequences classified as closely related to cyanobacteria have been reported in Arctic summer
pack ice [80], these sequences were not observed in the MYI core from site 1–11 [55]. This suggests that the chl a maxima, observed throughout the core, originate from phototrophic eukaryotes (i.e. diatoms and flagellates), which is in agreement with a previous study that
reported high flagellate and diatom biomass in the upper and bottom portions, respectively, of
Arctic summer ice [81].

Chl a-snow/ice relationships
The relatively high bottom-integrated chl a concentrations at sites with the lowest snow depth
and highest potential light availability indicates that the limiting factor for algal growth during
this study was light availability. This is consistent with other studies that found light to be limiting algal growth during the early-spring growth season (e.g., [40,82]). The difference between
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landfast ice and pack ice chl a concentrations may also suggest a limited influence of nutrient
availability on algal growth during our study.
The logistic regression analysis showed that core-normalized bottom integrated chl a concentrations were nearly zero at snow depths >0.17 m, or at bulk integrated extinction coefficients >5.8 (Fig 8b and 8c). Ice cores that had snow depth and bulk integrated extinction
coefficients below these critical values for algal growth also had the highest bottom ice chl a
concentrations between 6.4 and 15.4 mg m-3. A similar influence of snow depth on chl a concentration has been reported previously by using an exponential relationship, identifying a
similar threshold value for snow depth on FYI [35]. The main feature of the logistic regression
is the identification of a critical threshold (inflection point). The critical value divides the snow
depth and bulk integrated extinction coefficient values into two conditions, either: 1) favorable
for algal growth (higher chl a); or 2) not favorable for algal growth (lower chl a).
Combining the mean downwelling incoming radiation values with the critical threshold
bulk integrated extinction coefficient value (5.8) as parameters in a simplified light extinction
model (equation 1 in [32]), results in an estimated daily mean available irradiance for bottom
ice algae of 3 μmol photons m-2 s-1. This estimate is in good agreement with reported critical
minimum under-ice irradiance levels to maintain algal growth between ~2 and 9 μmol photons
m-2 s-1 [83–85]. The strong relationship between snow depth and bottom-integrated chl a concentration emphasizes the dominating effect of snow depth on light transmission and subsequent algal growth. The combined effect of snow and ice on light transmission and
subsequently on chl a concentration in the lowermost 0.2 m of sea ice demonstrates that both
parameters should be considered when comparing ice of variable thicknesses and snow depths.
Although snow typically has a dominating effect on light transmission compared to sea ice,
which has typical extinction coefficients between 0.8 and 1.55 m-1 (e.g., [28,32–34]), extinction
coefficients of snow in the visible spectrum can vary by over an order of magnitude from 4 m-1
for wet snow to between 40 and 80 m-1 for fresh snow (e.g., [28–31]). The low extinction coefficients associated with wet snow or high coefficients associated with fresh snow are likely not
representative of our study region. Air temperatures were well below freezing during the study
and the fresh snow extinction coefficient, as the name implies, is an intermittent property of
the snow that is not representative over longer periods. Therefore, we consider the extinction
coefficient for snow of 20.0 m-1 used here, based on the mean snow density, a realistic estimate
of snow properties for the study region. Biomass in sea ice also reduces available light for other
in-ice or under-ice phototrophic organisms [35]. Using observed specific absorption coefficients for sea ice algae between 0.003 and 0.010 m-1[mgchlam-3]-1 in the spectral range 400 to
500nm [86] would amount to absorption coefficients between 0.02 and 0.15 m-1, for our maximum chl a concentrations (6.4 to 15.4 mgm-3). This suggests that light limitation and selfshading by in-ice algae would have been minimal during our study.
Based on the combined effect of snow and ice on bottom integrated chl a concentration, it is
important to address the representativeness of the ice cores in terms of the actual ice thickness
and snow distribution in the Lincoln Sea. Bottom chl a concentrations were highest in 2 FYI
cores from refrozen leads that were likely younger than the other FYI sites based on snow
depth and ice thickness survey measurements. A third core (6–12) that was also from a younger
refrozen lead did not have high biomass even though it was the thinnest core and had lowest
snow depth. This could be explained by higher under-ice irradiance, which would have inhibited algal colonization until light levels became more favorable or until algal cells would have
had sufficient time to adapt to the light conditions (e.g., [36,41,42,87]). Second, the recent or
current ice growth rate may have been too rapid to establish substantial algal biomass [88].
A common feature, which influences the formation of refrozen leads and FYI, in the Lincoln
Sea is an ice arch that forms at the entrance to Nares Strait [89,90]. With the presence of an ice
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arch and more stable ice conditions, FYI represented less than 15% of all airborne ice thickness
measurements in the Lincoln Sea [53,54]. However, in the absence of an ice arch FYI represented up to 20% of all airborne ice thickness measurements due to a more mobile ice pack
[53]. Under typical stable conditions in the Lincoln Sea (e.g., with the presence of an ice arch)
newer refrozen leads would likely represent a smaller fraction of the overall FYI cover. This implies the 2 cores with highest bottom chl a concentrations were not representative of typical
FYI in this region. However, in years with unstable conditions (e.g., no ice arch forming) in the
Lincoln Sea and in a future Arctic system with a more mobile ice pack the relative coverage of
refrozen leads will likely increase and perhaps become an increasingly more important component of overall sea ice algal biomass in the Lincoln Sea and Arctic Ocean [5].

Underestimation of MYI Algal biomass
As discussed previously, there is a sampling bias towards thinner MYI in this and many other
studies. In this study the core with the maximum MYI bottom chl a concentration was extracted from a hummock. The hummock core, 5–10, corresponded to the thickest core with
shallowest snow depth and high chl a biomass (Table 3). This indicates the potential for relatively higher algal biomass in under-represented thick MYI hummocks, which typically have
lower snow coverage. In a study from the Fram Strait [49], maximum spring bottom chl a concentrations were also observed in the thickest MYI core with lowest snow depth when compared to two other second-year ice cores.
From a total of 538 snow depth measurements conducted on MYI, 15% were below the critical snow depth value of 0.17 m (Fig 8a). This value of 15% may be a good estimate for the distribution of hummocks in the region. Due to the significantly stronger influence of snow depth
than ice thickness on light attenuation, these regions of thicker ice and less snow (e.g., hummocks) could be the only regions of MYI where transmitted under-ice PAR is above a threshold value for algal growth during spring. This becomes more apparent if we consider the
potential bulk integrated extinction coefficients of different ice types using a range of extinction
coefficients. Based on typical snow densities in the region, we use snow extinction coefficients
of 20 and 25 m-1 combined with the full range of reported values for ice of 0.8 and 1.55 m-1.
These calculations result in bulk integrated extinction coefficients between 2.8 to 5.4 for a 3.5
m hummock with no snow, 4.8 to 7.9 for a 3.5 m hummock with 0.1 m of snow, and 5.6 to 8.1
for a snow covered melt pond (0.2 m of snow and 2 m of ice). Light attenuation is likely different between refrozen melt pond ice and hummocks, which is apparent when you compare the
texture images for deteriorated ice (Fig 2d), typical of hummock surface ice, and melt ponds
(Fig 2e). The corresponding spring time extinction coefficients are unknown for hummocks
and melt ponds and therefore the full range of reported values were used to account for the potential variability. Although extinction coefficients for snow are highly variable we used an
upper limit of 25 m-1 to account for some variability in snow properties and the influence of
small amounts of fresh snow that may be intermittently present throughout the spring season.
The above mentioned ranges of extinction coefficients demonstrate that thick hummock
ice, with little or no snow, has the potential for higher amounts of available under-ice PAR and
more importantly bulk integrated extinction coefficients below the critical value of 5.8. Furthermore, this suggests that under similar nutrient and incoming solar radiation conditions,
15% of MYI, which has little or no snow coverage, has the potential for bottom algal layers similar to or greater than the observed maximum MYI chl a concentration of 6.4 mg m-3. This
value is low compared to FYI in the Canadian Arctic Archipelago where bloom values at the
ice bottom can reach concentrations greater than 100 mg m-3 (e.g., [35,46,91]). However, taking into account that our study was conducted during the early algal growth season, we would

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

20 / 26

MYI vs. FYI: Chlorophyll a and Physical Properties

expect to observe more algal growth and higher chl a concentrations later in the season. If the
observed maximum MYI value was extrapolated over 15% of the thicker MYI regions (e.g., 3
+ year old MYI extent for March 2011 was >1.5 x 106 km2 [1]), taking into account the potential for higher biomass expected during bloom, these regions could represent a substantial
amount in terms of chl a biomass and, possibly, primary production.

Implications for a changing Arctic (shift from MYI to FYI)
In light of the limited number of recent studies, one may argue that our current understanding
of Arctic sea ice algal biomass in MYI is based on a historic Arctic that was different from
today. The melt season has lengthened [6,7], and sea ice thickness, extent, and volume have undergone drastic changes [5]. MYI is disappearing from the Arctic at a rate faster than predicted
by models, with a seasonally ice-free Arctic likely to occur before the end of this century, possibly as early as 2020 [10], resulting in the complete, or near complete, loss of MYI. Measurements of primary production in the central Arctic Ocean indicate that sea ice production can
account for over 50% of total primary production [92], but it remains unclear how ice-associated production will change with a shift from MYI to FYI.
Arctic FYI studies in general have shown a higher range of bottom chl a biomass in FYI
compared to MYI. FYI values include highly productive regions (e.g. Arctic shelves) where
MYI is not present or has not been studied. Here we show that FYI and MYI in the Lincoln Sea
can have comparable chl a biomass during the spring period (May). Previous studies have also
demonstrated comparable or even slightly higher chl a biomass in MYI compared to FYI [77].
In addition, maximum chl a biomass values have also been observed in the thickest sea ice during spring [49] and summer [50]. Based on our results and previous studies that show generally
higher, or similar, chl a biomass potential in MYI compared to FYI, we suggest that the general
view of higher productivity in FYI than in MYI should be revisited in order to achieve a better
understanding of the current and future state of the Arctic system.
If we base future estimates of ice-algal production on the fact that FYI from Arctic shelf regions is more productive than MYI in general, this would lead to the assumption that sea ice
algal production would increase with a replacement of MYI by FYI during the ice-covered period. However, our results suggest only minor changes in ice algal biomass when all MYI is replaced by FYI. This considered in combination with the underestimated chl a biomass
potential of thick MYI (hummocks) suggests the on-going loss of MYI in the Arctic Ocean
may have a larger impact on ice–associated production than generally assumed.
Our results also showed that younger FYI (e.g., refrozen leads) had the highest chl a biomass
and that the comparable values between MYI and FYI are likely driven by the higher biomass
in the younger FYI. The relative proportion of younger FYI and refrozen leads in the central
Arctic Ocean will likely increase with continued increases in ice drift velocities and a thinning
ice pack [5,13,93]. The increase in younger FYI and refrozen leads will likely result in a general
increase of ice algal biomass during the bloom period, the extent of which will depend on the
spatial extent and regional variability of these features.
The expected higher bloom biomass of thinner FYI, however, may not result in a net increase in ice algal production over the entire growth season. Even with larger areas of thinner
FYI, the expected increase in maximum ice-algal biomass may not compensate for the increased vulnerability of thinner ice to rapid changes in the light field and rapid snow/ice melt.
These vulnerabilities could result in earlier termination of the ice-algal bloom due to photo-inhibition and/or rapid melt [36,40]. Earlier termination of the ice-algal bloom has been linked
to a mismatch with the reproductive cycles of key grazers having negative consequences for the
entire food web [19,47]. In addition, sea ice decline has already been linked to increased export
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of POC and algal aggregates to the sea floor (e.g., [20,94]), which indicates an associated removal of carbon and nutrients from surface waters. Higher carbon and nutrient export rates in
the future may result in a situation where a rapid increase followed by a rapid decline in ice-associated primary production would not be sustainable for longer periods due to the removal of
nutrients. This would be analogous to a boom-bust cycle. The MYI system, however, is less vulnerable to rapid environmental changes and therefore could be considered a more sustainable
system where rapid sinking of ice-algae (i.e., carbon and nutrients) is less likely. Thus, the MYI
system may have the potential to sustain biogeochemical cycles required to maintain moderate
levels of algal biomass over longer periods (i.e., higher net primary production).

Conclusions
Studies comparing biogeochemical properties of first-year sea ice (FYI) with multi-year sea ice
(MYI) in the high Arctic are essential to understand the potential biogeochemical changes to
sea ice ecosystems in a future Arctic Ocean with little or no MYI. In light of the current limited
investigations of Arctic MYI algae, the present study provides a unique multi-annual dataset
comparing ice-algal chl a and physical properties of both FYI and MYI during spring from a
high-Arctic system. The low variability in chl a concentrations, both within and between MYI
and FYI in the coastal Arctic Ocean, suggests little or no change in algal biomass with a shift
from MYI to FYI. The apparent relationship between chl a biomass in the bottom layer of ice
and bulk integrated extinction coefficients of the snow-ice matrix, implies that an appropriate
representation of areas with low snow depths, such as MYI hummocks, is critical for a realistic
estimation of the MYI contribution to overall ice algal biomass estimates in the Arctic Ocean.
The potential for higher ice algal biomass in thick MYI with less snow, in conjunction with a
lack of significant difference between FYI and MYI chl a biomass during our study suggests
that the on-going loss of MYI in the Arctic Ocean may have a more negative impact on ice–
associated production than generally assumed.

Acknowledgments
We thank the logistical support from Jim Milne and Al Tremblay, Defence Research and Development-Atlantic. We thank G. Stewart and all of the personnel at Canadian Forces Station
Alert for their hospitality and support. Invaluable logistical support, laboratory access, and Helicopter and Twin Otter aircraft transportation were provided by the Polar Continental Shelf
Program. Pilots from Universal Helicopters and Kenn Borek Air provided safe transportation
throughout the project. We thank A. Reppchen, N. Fortin, K. Hille, A. Tatare and J. Wiktor for
their help in the field laboratory. We acknowledge Dr. Ken Ryan and one anonymous reviewer
for constructive comments that improved the manuscript.

Author Contributions
Analyzed the data: BAL CM JB JAC HF IH GM AN CH. Contributed reagents/materials/analysis tools: CM CH HF. Wrote the paper: BAL CM JB JAC HF IH GM AN CH. Conducted in
situ measurements and sample collection/processing: BAL JB JAC IH CH. Conducted laboratory work: CM AN GM BAL.

References
1.

Maslanik JA, Stroeve JC, Fowler C, Emery W (2011) Distribution and trends in Arctic sea ice age
through spring 2011. Geophysical Research Letters. pp. L13502.

2.

Stroeve JC, Serreze MC, Holland MM, Kay JE, Malanik J, Barrett AP (2011) The Arctic’s rapidly shrinking sea ice cover: a research synthesis. Climatic Change. pp. 1–23.

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

22 / 26

MYI vs. FYI: Chlorophyll a and Physical Properties

3.

Kwok R, Rothrock DA (2009) Decline in Arctic sea ice thickness from submarine and ICESat records:
1958–2008. Geophysical Research Letters. pp. L15501.

4.

Parkinson CL, Comiso JC (2013) On the 2012 record low Arctic sea ice cover: Combined impact of preconditioning and an August storm. Geophysical Research Letters 40: 1356–1361.

5.

IPCC (2013) Climate Change 2013: The Physical Science Basis. Contribution of Working Group I to
the Fifth Assessment Report of the Intergovernmental Panel on Climate Change. Cambridge, United
Kingdom and New York, NY, USA. 1535 p.

6.

Howell SEL, Duguay CR, Markus T (2009) Sea ice conditions and melt season duration variability within the Canadian Arctic Archipelago: 1979–2008. Geophysical Research Letters. pp. L10502.

7.

Markus T, Stroeve JC, Miller J (2009) Recent changes in Arctic sea ice melt onset, freezeup, and melt
season length. Journal of Geophysical Research. pp. C12024.

8.

Stammerjohn S, Massom R, Rind D, Martinson D (2012) Regions of rapid sea ice change: An interhemispheric seasonal comparison. Geophysical Research Letters 39: L06501.

9.

Stroeve JC, Holland MM, Meier W, Scambos T, Serreze M (2007) Arctic sea ice decline: Faster than
forecast. Geophysical Research Letters. pp. L09501.

10.

Stroeve JC, Kattsov V, Barrett A, Serreze M, Pavlova T, Holland M, et al. (2012) Trends in Arctic sea
ice extent from CMIP5, CMIP3 and observations. Geophysical Research Letters 39: L16502.

11.

Massonnet F, Fichefet T, Goosse H, Bitz CM, Philippon-Berthier G, Holland MM, et al. (2012) Constraining projections of summer Arctic sea ice. The Cryosphere 6: 1383–1394.

12.

Overland JE, Wang M (2013) When will the summer Arctic be nearly sea ice free? Geophysical Research Letters 40: 2097–2101.

13.

AMAP (2011) Snow,water, ice and permafrost in the Arctic (SWIPA): Climate change and the cryosphere. Gaustadalléen 21, N-0349 Oslo, Norway (www.amap.no).

14.

Budge SM, Wooller MJ, Springer AM, Iverson SJ, McRoy CP, Divoky GJ (2008) Tracing carbon flow in
an arctic marine food web using fatty acid-stable isotope analysis. Oecologia 157: 117–129. doi: 10.
1007/s00442-008-1053-7 PMID: 18481094

15.

Arrigo KR, Thomas DN (2004) Large scale importance of sea ice biology in the Southern Ocean. Antarctic Science 16: 471–486.

16.

Søreide JE, Carroll ML, Hop H, Ambrose WG, Hegseth EN, Falk-Petersen S (2013) Sympagic-pelagicbenthic coupling in Arctic and Atlantic waters around Svalbard revealed by stable isotopic and fatty acid
tracers. Marine Biology Research 9: 831–850.

17.

Søreide JE, Hop H, Carroll ML, Falk-Petersen S, Hegseth EN (2006) Seasonal food web structures
and sympagic–pelagic coupling in the European Arctic revealed by stable isotopes and a two-source
food web model. Progress in Oceanography 71: 59–87.

18.

Michel C, Legendre L, Ingram RG, Gosselin M, Levasseur M (1996) Carbon budget of sea-ice algae in
spring: Evidence of a significant transfer to zooplankton grazers. Journal of Geophysical Research:
Oceans 101: 18345–18360.

19.

Søreide JE, Leu EVA, Berge J, Graeve M, Falk-Petersen S (2010) Timing of blooms, algal food quality
and Calanus glacialis reproduction and growth in a changing Arctic. Global Change Biology. pp.
3154–3163.

20.

Boetius A, Albrecht S, Bakker K, Bienhold C, Felden J, Fernández-Méndez M, et al. (2013) Export of
Algal Biomass from the Melting Arctic Sea Ice. Science 339: 1430–1432. doi: 10.1126/science.
1231346 PMID: 23413190

21.

Riihela A, Manninen T, Laine V (2013) Observed changes in the albedo of the Arctic sea-ice zone for
the period 1982–2009. Nature Clim Change 3: 895–898.

22.

Nicolaus M, Katlein C, Maslanik J, Hendricks S (2012) Changes in Arctic sea ice result in increasing
light transmittance and absorption. Geophysical Research Letters 39: 2699–2700.

23.

Arrigo KR, Perovich DK, Pickart RS, Brown ZW, van Dijken GL, Lowry KE, et al. (2012) Massive Phytoplankton Blooms Under Arctic Sea Ice. Science 336: 1408. doi: 10.1126/science.1215065 PMID: 22678359

24.

Arrigo KR, van Dijken G, Pabi S (2008) Impact of a shrinking Arctic ice cover on marine primary production. Geophysical Research Letters 35: L19603.

25.

Arrigo KR, van Dijken GL (2011) Secular trends in Arctic Ocean net primary production. Journal of Geophysical Research 116: C09011. PMID: 24383048

26.

Tremblay J-É, Robert D, Varela DE, Lovejoy C, Darnis G, Nelson RJ, et al. (2012) Current state
and trends in Canadian Arctic marine ecosystems: I. Primary production. Climatic Change. pp. 161–178.

27.

Vancoppenolle M, Meiners KM, Michel C, Bopp L, Brabant F, Carnat G, et al. (2013) Role of sea ice in
global biogeochemical cycles: emerging views and challenges. Quaternary science reviews. pp.
207–230.

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

23 / 26

MYI vs. FYI: Chlorophyll a and Physical Properties

28.

Thomas CW (1963) On the transfer of visible radiation through sea ice and snow. Journal of Glaciology
4: 481–484.

29.

Maykut GA, Grenfell TC (1975) Spectral Distribution of Light beneath 1st-Year Sea Ice in Arctic Ocean.
Limnology and Oceanography 20: 554–563.

30.

Hamre B, Winther J-G, Gerland S, Stamnes JJ, Stamnes K (2004) Modeled and measured optical
transmittance of snow-covered first-year sea ice in Kongsfjorden, Svalbard. Journal of Geophysical Research 109: C10006.

31.

Järvinen O, Leppäranta M (2011) Transmission of solar radiation through the snow cover on floating
ice. Journal of Glaciology 57: 861–870.

32.

Grenfell TC, Maykut GA (1977) The optical properties of ice and snow in the Arctic Basin. Journal of
Glaciology 18: 445–463.

33.

Light B, Grenfell TC, Perovich DK (2008) Transmission and absorption of solar radiation by Arctic sea
ice during the melt season. Journal of Geophysical Research 113: C03023. PMID: 19137076

34.

Nicolaus M, Gerland S, Hudson SR, Hanson S, Haapala J, Perovich DK (2010) Seasonality of spectral
albedo and transmittance as observed in the Arctic Transpolar Drift in 2007. Journal of Geophysical Research 115: C11011, doi: 11010.11029/12009JC006074 PMID: 20463844

35.

Mundy CJ, Ehn JK, Barber DG, Michel C (2007) Influence of snow cover and algae on the spectral dependence of transmitted irradiance through Arctic landfast first-year sea ice. Journal of Geophysical
Research 112: C03007.

36.

Campbell K, Mundy CJ, Barber DG, Gosselin M (2014) Characterizing the sea ice algae chlorophyll a–
snow depth relationship over Arctic spring melt using transmitted irradiance. Journal of Marine Systems, in press.

37.

Perovich DK (1996) The Optical Properties of Sea Ice. Cold Regions Research and Engineering Laboratory. 96–1 96–1.

38.

Gosselin M, Legendre L, Therriault J-C, Demers S (1990) Light and nutrient limitation of sea-ice microalgae (Hudson Bay, Canadian Arctic). Journal of Phycology 26: 220–232.

39.

Cota GF, Smith REH (1991) Ecology of bottom ice algae: III. Comparative physiology. Journal of Marine
Systems 2: 297–315.

40.

Lavoie D, Denman K, Michel C (2005) Modeling ice algal growth and decline in a seasonally icecovered region of the Arctic (Resolute Passage, Canadian Archipelago). Journal of Geophysical Research 110: C11009.

41.

Barlow RG, Gosselin M, Legendre L, Therriault JC, Demers S, Mantoura RFC, et al. (1988) Photoadaptive strategies in sea-ice microalgae. Marine Ecology Progress Series 45: 145–152.

42.

Michel C, Legendre L, Demers S, Therriault J (1988) Photoadaptation of sea-ice microalgae in springtime: Photosynthesis and carboxylating enzymes. Marine ecology progress series 50: 177–185.

43.

Cota GF, Legendre L, Gosselin M, Ingram RG (1991) Ecology of bottom ice algae: I. Environmental
controls and variability. Journal of Marine Systems 2: 257–277.

44.

Mundy CJ, Gosselin M, Ehn JK, Belzile C, Poulin M, Alou E, et al. (2011) Characteristics of two distinct
high-light acclimated algal communities during advanced stages of sea ice melt. Polar Biology 34:
1869–1886.

45.

Nozais C, Gosselin M, Michel C, Tita G (2001) Abundance, biomass, composition and grazing impact
of the sea-ice meiofauna in the North Water, northern Baffin Bay. Marine Ecology Progress Series 217:
235–250.

46.

Alou-Font E, Mundy CJ, Roy S, Gosselin M, Agusti S (2013) Snow cover affects ice algal pigment composition in the coastal Arctic Ocean during spring. Marine Ecology Progress Series 474: 89–104.

47.

Leu E, Søreide JE, Hessen DO, Falk-Petersen S, Berge J (2011) Consequences of changing sea-ice
cover for primary and secondary producers in the European Arctic shelf seas: Timing, quantity, and
quality. Progress in Oceanography 90: 18–32.

48.

Arrigo KR, Mock T, Lizotte MP (2010) Primary Producers and Sea Ice. In: Thomas DN, Dieckmann GS,
editors. Sea Ice. 2nd ed. Oxford: Wiley-Blackwell. pp. 283–325.

49.

Schünemann H, Werner I (2005) Seasonal variations in distribution patterns of sympagic meiofauna in
Arctic pack ice. Marine Biology 146: 1091–1102.

50.

Gradinger R, Bluhm B, Iken K (2010) Arctic sea-ice ridges—Safe heavens for sea-ice fauna during
periods of extreme ice melt? Deep Sea Research Part II: Topical Studies in Oceanography 57:
86–95.

51.

Gradinger R, Meiners K, Plumley G, Zhang Q, Bluhm BA (2005) Abundance and composition of the
sea-ice meiofauna in off-shore pack ice of the Beaufort Gyre in summer 2002 and 2003. Polar Biology
28: 171–181.

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

24 / 26

MYI vs. FYI: Chlorophyll a and Physical Properties

52.

Screen JA, Simmonds I (2010) The central role of diminishing sea ice in recent Arctic temperature amplification. Nature 464: 1334–1337. doi: 10.1038/nature09051 PMID: 20428168

53.

Haas C, Hendricks S, Doble M (2006) Comparison of the sea-ice thickness distribution in the Lincoln
Sea and adjacent Arctic Ocean in 2004 and 2005. Annals of Glaciology 44: 247–252.

54.

Haas C, Hendricks S, Eicken H, Herber A (2010) Synoptic airborne thickness surveys reveal state of
Arctic sea ice cover. Geophysical Research Letters. pp. L09501.

55.

Hatam I, Charchuk R, Lange B, Beckers J, Haas C, Lanoil B (2014) Distinct bacterial assemblages reside at different depths in Arctic multiyear sea ice. FEMS Microbiology Ecology: 1–11.

56.

Rysgaard S, Glud RN, Sejr MK, Blicher ME, Stahl HJ (2008) Denitrification activity and oxygen dynamics in Arctic sea ice. Polar Biology 31: 527–537.

57.

Kovacs K, Lydersen C, Overland J, Moore S (2011) Impacts of changing sea-ice conditions on Arctic
marine mammals. Marine Biodiversity 41: 181–194.

58.

Michel C (2013) Marine Ecosystems. In: Meltofte H, editor. Arctic Biodiversity Assessment—Status and
Trends in Biodiversity: CAFF (Conservation of Arctic Flora and Fauna). pp. 486–526.

59.

Rigor IG, Wallace JM (2004) Variations in the age of Arctic sea-ice and summer sea-ice extent. Geophysical Research Letters. pp. L09401.

60.

Rigor IG, Wallace JM, Colony RL (2002) Response of Sea Ice to the Arctic Oscillation. Journal of Climate 15: 2648–2663.

61.

Newton JL, Sotirin BJ (1997) Boundary undercurrent and water mass changes in the Lincoln Sea. Journal of Geophysical Research 102: 3393–3403.

62.

Cox GFN, Weeks WF (1983) Equations for determining the gas and brine volumes in sea-ice samples.
Journal of Glaciology 29: 306–316.

63.

Haas C, Willatt R, Beckers J, Laxon S, Giles K, Davidson M (2011) CryoVEx 2011 Alert Sea Ice Ground
Team Report. University of Alberta, Available: https://earth.esa.int/documents/10174/134665/
CryoVEx2011_FinalReport. 1–53 p.

64.

Eicken H, Lange MA (1989) Development and properties of sea ice in the coastal regime of the southeastern Weddell Sea. Journal of Geophysical Research. pp. 8193–8206.

65.

Lange MA (1988) Basic properties of Antarctic sea ice as revealed by textural analysis of ice cores. Annals of Glaciology 10: 95–101.

66.

Eicken H, Lensu M, Leppäranta M, Tucker WB, Gow AJ, Salmela O (1995) Thickness, structure, and
properties of level summer multiyear ice in the Eurasian sector of the Arctic Ocean. Journal of Geophysical Research 100: 22697–22710.

67.

Lange MA, Ackley SF, Wadhams P, Dieckmann GS, Eicken H (1989) Development of sea ice in the
Weddell Sea. Ann Glaciol 12: 92–96.

68.

Jeffries MO, Krouse HR (1988) Salinity and isotope analysis of some multi-year landfast sea-ice cores,
northern Ellesmere Island, Canada. Annals of Glaciology 10: 63–67.

69.

Schwarzacher W (1959) Pack-ice studies in the Arctic Ocean. Journal of Geophysical Research 64:
2357–2367.

70.

Rintala J-M, Piiparinen J, Blomster J, Majaneva M, Müller S, Uusikivi J, et al. (2014) Fast direct melting
of brackish sea-ice samples results in biologically more accurate results than slow buffered melting.
Polar Biology 37: 1811–1822.

71.

Parsons TR, Maita Y, Lalli CM (1989) A manual of chemical and biological methods for seawater analysis. Toronto: Pergamon Press. 173 p.

72.

R-Development-Core-Team (2012) R: A Language and Environment for Statistical Computing. R
Foundation for Statistical Computing, Vienna, Austria. doi: 10.1002/jcc.22917 PMID: 22278855

73.

Maykut GA, Untersteiner N (1971) Some results from a time-dependent thermodynamic model of sea
ice. Journal of Geophysical Research 76: 1550–1575.

74.

Sturm M, Holmgren J, Perovich DK (2002) Winter snow cover on the sea ice of the Arctic Ocean at the
Surface Heat Budget of the Arctic Ocean (SHEBA): Temporal evolution and spatial variability. Journal
of Geophysical Research. pp. 8047.

75.

Perovich DK, Grenfell TC, Richter-Menge JA, Light B, Tucker WB III, Eicken H (2003) Thin and thinner: Sea ice mass balance measurements during SHEBA. Journal of Geophysical Research. pp.
8050.

76.

Thomas DN, Lara RJ, Eicken H, Kattner G, Skoog A (1995) Dissolved Organic-Matter in Arctic Multiyear Sea-Ice during Winter—Major Components and Relationship to Ice Characteristics. Polar Biology
15: 477–483.

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

25 / 26

MYI vs. FYI: Chlorophyll a and Physical Properties

77.

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 Research Part I: Oceanographic Research Papers 49: 1623–1649.

78.

McRoy CP, Goering JJ (1974) The influence of ice on the primary productivity of the Bering Sea. In:
Hood DW, Kelley EJ, editors. Oceanography of the Bering Sea: University of Alaska, Institute of Marine
Science Occassional Publications No. 2. pp. 403–421.

79.

Werner I, Gradinger R (2002) Under-ice amphipods in the Greenland Sea and Fram Strait (Arctic): environmental controls and seasonal patterns below the pack ice. Marine Biology 140: 317–326.

80.

Bowman JS, Rasmussen S, Blom N, Deming JW, Rysgaard S, Sicheritz-Ponten T (2011) Microbial
community structure of Arctic multiyear sea ice and surface seawater by 454 sequencing of the 16S
RNA gene. The ISME Journal: 1–10. doi: 10.1038/ismej.2011.71 PMID: 21716312

81.

Gradinger R (1999) Vertical fine structure of the biomass and composition of algal communities in Arctic
pack ice. Marine Biology 133: 745–754.

82.

Riedel A, Michel C, Gosselin M (2006) Seasonal study of sea-ice exopolymeric substances on the Mackenzie shelf: implications for transport of sea-ice bacteria and algae. Aquatic microbial ecology 45:
195–206.

83.

Horner R, Schrader GC (1982) Relative Contributions of Ice Algae, Phytoplankton, and Benthic Microalgae to Primary Production in Nearshore Regions of the Beaufort Sea. Arctic 35.

84.

Gosselin M, Legendre L, Demers S, Ingram RG (1985) Responses of Sea-Ice Microalgae to Climatic
and Fortnightly Tidal Energy Inputs (Manitounuk Sound, Hudson Bay). Canadian Journal of Fisheries
and Aquatic Sciences 42: 999–1006.

85.

Gosselin M, Legendre L, Therriault JC, Demers S, Rochet M (1986) Physical control of the horizontal
patchiness of sea-ice microalgae. Marine Ecology Progress Series 29: 289–298.

86.

Arrigo KR, Sullivan CW, Kremer JN (1991) A bio-optical model of Antarctic sea ice. Journal of Geophysical Research: Oceans 96: 10581–10592.

87.

Lund-Hansen LC, Hawes I, Sorrell B, Nielsen MH (2014) Removal of snow cover inhibits spring growth
of Arctic ice algae through physiological and behavioral effects. Polar Biology 37: 471–481.

88.

Legendre L, Aota M, Shirasawa K, Martineau MJ, Ishikawa M (1991) Crystallographic structure of sea
ice along a salinity gradient and environmental control of microalgae in the brine cells. Journal of Marine
Systems 2: 347–357.

89.

Kwok R (2005) Variability of Nares Strait ice flux. Geophysical Research Letters. pp. L24502.

90.

Kwok R, Toudal Pedersen L, Gudmandsen P, Pang S (2010) Large sea ice outflow into the Nares Strait
in 2007. Geophysical Research Letters. pp. L03502.

91.

Smith REH, Clement P, Head EJ (1990) Night Metabolism of Recent Photosynthate by Sea Ice Algae
in the High Arctic. Marine Biology 107: 255–261.

92.

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 Research Part II: Topical Studies in
Oceanography 44: 1623–1644.

93.

Rampal P, Weiss J, Dubois C, Campin JM (2011) IPCC climate models do not capture Arctic sea ice
drift acceleration: Consequences in terms of projected sea ice thinning and decline. Journal of Geophysical Research 116: C00D07.

94.

Lalande C, Bélanger S, Fortier L (2009) Impact of a decreasing sea ice cover on the vertical export of
particulate organic carbon in the northern Laptev Sea, Siberian Arctic Ocean. Geophysical Research
Letters 36: L21604.

95.

Gradinger R, Friedrich C, Spindler M (1999) Abundance, biomass and composition of the sea ice biota
of the Greenland Sea pack ice. Deep Sea Research Part II: Topical Studies in Oceanography 46:
1457–1472.

96.

Gradinger R, Zhang Q (1997) Vertical distribution of bacteria in Arctic sea ice from the Barents and Laptev Seas. Polar Biology 17: 448–454.

PLOS ONE | DOI:10.1371/journal.pone.0122418 April 22, 2015

26 / 26

