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Abstract. The most significant factors currently affecting the Pacific walrus (Odobenus rosmarus divergens) population are climate change and consequent changes in
sea-ice morphology and dynamics. This paper integrates recent physical sea-ice change
in the Bering Sea with biological and ecological conditions of walruses in their winter–
spring reproductive habitat. Historically, walrus in winter–spring depended on a critical
mass of sea-ice habitat to optimize social networking, reproductive fitness, feeding behavior, migration, and energetic efficiency. During 2003–2013, our cross-disciplinary,
multiscale analysis from shipboard observations, satellite imagery, and ice-floe tracking,
reinforced by information from indigenous subsistence hunters, documented change of
sea-ice structure from a plastic continuum to a “mixing bowl” of ice floes moving more
independently. This fragmentation of winter habitat preconditions the walrus population
toward dispersal mortality and will also negatively affect the availability of resources
for indigenous communities. We urge an expanded research and management agenda
that integrates walrus natural history and habitat more completely with changing sea-ice
morphology and dynamics at multiple scales, while also meeting the needs of local
communities.
Key words: Bering Sea; climate change; Odobenus rosmarus divergens; Pacific walrus; sea ice; seascape;
subsistence hunting

2011, MacCracken 2012). However, social structure
of the summer population in the Chukchi Sea depends
on reproductive success in the Bering Sea, as well
as during migration, especially for females and calves.
Therefore, the effects of sea-ice change on the winter–spring walrus population in the Bering Sea and
the overall effects of climate change on walrus natural
history requirements there are important to
consider.
Ray et al. (2010) proposed that the spatial relationships of walruses are dependent on sea-ice structure and that the effects of sea-ice change are best
studied through “seascape” concepts, following principles of landscape ecology (Wu and Hobbs 2007).
Ray and Hufford (1989) provided the basis for this
approach, by describing six seascape types, with
“broken pack” as the major walrus habitat. (Fig. 1,
Table 1); notably, the names given for these types
are new to current nomenclatures (e.g., NOAA 2000,

INTRODUCTION
Loss of sea ice is considered to be the most
significant factor affecting Arctic ice-dependent
marine mammals, including the Pacific walrus,
Odobenus rosmarus divergens. Much evidence makes
clear that Bering Sea sea ice has been breaking up
earlier in spring and undergoing structural change.
Naturalists have generally agreed that walruses are
distributed in accord with the character of the pack
ice to meet life history needs (e.g., Burns 1970, Fay
1974, 1982, Burns et al. 1981). For walruses, most
attention so far has been drawn to the accelerating
retreat of summer sea ice in the Chukchi Sea that
has forced walruses to haul out on land, which
risks overconsumption of food supply (Jay et al.
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to observe walrus–sea-ice association from the icebreaker Healy. In combination, these observations,
reinforced by knowledge from subsistence hunters,
enabled us to identify and interpret sea-ice conditions at seascape and local scales, and to compare
these observations with historic spatial distributions
of walruses.
DYNAMICS OF SEA-ICE CHANGE

FIG. 1. March 1988 sea-ice seascapes (from Ray and Hufford
1989). Seascapes are not strictly bounded due to ecotone effects
and inclusion of other types within them (analogously to terrestrial
landscapes, e.g., “taiga” and “tundra”). Also, southeastern Bering
Sea ice, occupied by a relatively small population of walruses,
remains to be classified. Sea-ice types (see Table 1) are: (1) broken
pack, west-central Bering Sea to northwest of St. Lawrence Island
(SLI); (2) pack ice with leads, in the coldest, northwestern part of
the Bering Sea; (3) rounded pack, eastern Bering Sea; (4) loose
pack, at sea-ice margin; (5) polynya, usually on south sides of
peninsulas and islands; (6) continuous ice, Bering Sea Strait region
and northward into the Chukchi Sea.

WMO). From 2003 to 2013, we used MODIS satellite imagery to trace change of the Bering Sea seascape. And in 2006–2009 we had the opportunity

Prior to about the mid-1990s, Bering Sea sea ice
in March had usually covered ~75% of the Bering
Sea shelf (Stabeno et al. 2012). Winter sea ice has
maintained this historical cover through 2013, except
for June, when sea-ice cover has declined slightly
(Fig. 2). This is due to the southern Bering Sea being
mostly governed by shifts in North Pacific weather
(Overland et al. 2014), in contrast to dramatic summer
sea-ice loss north of Bering Strait. McNutt and Overland
(2003) observed that sea ice formerly performed as a
“plastic continuum” governed primarily by fracture
mechanics. Also, a 6-yr warm period in 2000–2005
with less winter–spring ice cover has been followed
by a transition in 2006 to a cold period with greater
ice cover in 2007–2013, except for 2011 (Overland
et al. 2012). Maximum sea-ice cover in March, however, is not the best index for our study. Rather,
rapid melt and thin sea ice in late spring have contributed to a shortened the sea-ice season by 3–4 weeks
(Walsh 2008).

TABLE 1. Attributes of midwinter seascape types of the Bering Sea, with ice types from Ray and Hufford (1989).
Ice type
Broken pack (see
Figs. 1 and 3)

Loose pack, including
remnant ice (see
Figs. 1 and 3)

Pack ice with leads
(see Figs. 1 and 3)

Dominant species and other species

Seascape description

Walrus, bearded seal; benthic feeders that require
dispersed floes on which to rest over relatively
shallow shelf water; open water, thin ice, leads,
and small polynyas required for access to benthic food supply
Ribbon seal mostly westward toward Bering Sea
basin; spotted seal mostly eastward over shelf
and toward coastal lands; small seals that cannot break ice and require easy access to open
water; occur in ice where polar bears are rare
Walrus; can be continuous with broken pack; ribbon seal later in spring

Central Bering Sea; pack broken into angular
floes with intersecting leads and polynyas, due
to low-frequency forces from winds, waves,
and ocean currents; open water and/or thin ice
continuously available
Southernmost extent of the pack; small to
medium-sized, dispersed floes due to interactions with wind, waves, and oceanic forces;
floes often flat and rounded from continuous
collisions
Gulf of Anadyr and Koryak coast; floe distribution constrained by coastal configuration;
large, congealed floes frequent; winds create
leads nearly perpendicular to wind direction
Eastern Bering Sea; thick, ridged, concentrated,
rounded floes that are mostly highly concentrated due to opposing north winds and the
north-flowing coastal stream
Bering Strait region, shores; semi-continuous,
highly concentrated ice, fractured in all directions due to continuous, opposing stresses

Rounded pack (see
Figs. 1 and 3)

Very few pinnipeds due to restricted open water

Continuous pack (see
Figs. 1 and 3)

Ringed seal; make breathing holes in shorefast or
continuous ice up to 2 m thick; may also occur
on open, flat floes with pressure ridges in broken
pack and elsewhere
Few pinnipeds on isolated floes, remnant ice, or
swimming

Polynyas (see Figs. 1
and 3)

Large open-water or thin ice south or north of
land masses, due to winds that force sea ice
away from coasts; small polynyas are distributed in all portion of pack
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FIG. 2. Total March–June sea-ice cover (km2) over the Bering Sea during March–June 1978–2013. Dashed lines indicate decadal
trends. Cover for the 2000–2005 warm period is relatively low, but relatively high for the 2007–2013 cold period; 2006 is transitional
and 2011 is anomalous. Slight decreases in sea-ice area occur in June (−744 km2/decade), while slight increases occur during March
(+32 775 km2/decade), April (+39 915 km2/decade), and May (+10 752 km2/decade); only March and April are statistically significant
(P < 0.1). Areas are based on sea-ice concentrations derived from SMMR and SSM/I passive microwave satellite time series
(Cavalieri et al. 1996, Maslanik and Stroeve 1999). Due to the low resolution of the imagery, small and highly dispersed floes are not
detected.

Satellite imagery for the Bering Sea in March–May
2003–2013 (Fig. 3a–c) illustrates the recent high variability of sea-ice cover and changes in the seascape.
First, southward sea-ice extent has varied significantly
(Fig. 3, March for all years). Second, major melt-outs
have left large expanses of open water (Fig. 3, April–
May of several years), with the effect of dispersing
floes over large areas. Even during cold years, notably
2007 and 2008, numerous melting and freezing events
have occurred as early as February, resulting in large
expanses of young ice (<0.3 m thick), setting the
stage for rapid melting from May onward. Third,
advection of warming North Pacific water and storm
events have mixed upper ocean waters, shifting the
morphology of sea ice toward smaller floes (Bond
et al. 1994). Fourth, when winds are northerly, very
large areas of near-open water (polynyas) have
occurred in the central shelf and Gulf of Anadyr
(Fig. 3; March and April of many years), increasing
melt and resulting in significant reductions of ice by
mid-May.
Importantly for the seascape, when sea-ice concentration is diminished, the speed and direction of individual floe movements, influenced by different proportions of sail or keel, cause floes to react more
independently, producing what we call a “mixing-bowl
effect” (groupings of floe sizes and thickness from
different seascapes). Floe tracking demonstrates this
effect (Fig. 4). Feature recognition technology (Fily
and Rothrock 1990, Holt et al. 1992) enabled tracking
of 42 floes during 2006–2009, 36 with walrus present
or on adjacent occupied floes, four for “rounded”
pack, and two very large, concentrated floe associations that moved eastward from the Gulf of Anadyr
(Figs. 2a and 3b). This technology also revealed

variability among years due to differing weather and
ice conditions.
In 2006, we tracked 10 floes associated with walrus
during migration for 3–15 d from 8 May to 1 June,
a time of ice retreat and extensive open water. All
floes moved generally northward at different speeds,
mainly in response to ocean circulation. Winds were
generally light, but when greater than 27 km/h, floes
moved greater distances, especially when they were in
very loose pack or surrounded by open water. Two
floes from rounded pack illustrated the effect of the
northward-moving Alaska Current on floe movement.
One area 2 June near the International Dateline, provides an example of the combined effects of winds and
currents. Earlier imagery identified the floe’s origin off
the mouth of the Anadyr River on 9 May. Storm winds
beginning 12 May rapidly pushed the floe association
southeast, where it lingered for 14 d as ocean currents
balanced wind stress. Ocean currents then pushed the
floe association slowly northeast until 2 June, when
another wind event pushed it northeast toward St.
Lawrence Island, where it grounded and melted in place.
In 2007, we tracked 11 floes of the broken pack
associated with walruses for 5–11 d from 9 April to
4 June. This was a cold year with four storms,
cloudy days, and predominately northerly winds until
mid-April, which kept the ice pack relatively consolidated. These combined conditions limited floe tracking.
In late April into May, three additional storms brought
warm temperatures and a rapid melt-out. A very large,
consolidated floe (SL; Fig. 3; 2007) provides another
example of the combined effects of winds and currents.
This floe from the central Gulf of Anadyr was tracked
from 14 March to 5 June. Storm winds pushed it
eastward into the central-western Bering Sea, when
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FIG. 3. (a) MODIS satellite imagery showing sea-ice conditions for March, April, and May; floes of small size and low
concentration are not detected. The white lines on March images indicate the climatological norm and allow high variability of
extent among years to be assessed. The red arrow on March 2003 indicates St. Lawrence Island as a reference point for all images.
Years 2003–2006 represent a portion of the warm period when sea-ice extent and cover were less than the norm; 2006 was
transitional. In 2003, the maximum extent occurred on 21 March. Melting then began and by mid-May the Bering Strait was open;
an event that normally occurs in late June. In 2004, maximum sea-ice extent occurred on 3 April, and was near average except for
the southeast Bering Sea. Rapid melting occurred so that by mid-May only scattered patches of sea ice were left except for the Gulf
of Anadyr, and the Bering Strait was partially open. In 2005, maximum ice extent occurred on 8 April, well north of the
climatological norm; this was the warmest year on record, as also reflected by ice conditions. The pack was generally unconsolidated,
and only patches of sea ice were present throughout April–May. The Bering Strait was virtually ice-free by 22 May. 2006 was a
transitional year, moving from a warm period to a cold period. Maximum extent occurred on 2 February, but showed a lag in
extent for that period, probably due to warm ocean waters. Cold northerly winds, indicated by long, parallel “cloud streets” over
open water south of the ice edge (25 April), continued to push the pack southward, However, the ice edge never reached the
February maximum. Rapid melting did not occur until late April, with extensive open water appearing in mid-May in the central
Bering Sea and Gulf of Anadyr.

northeast and then southeast currents dominated floe
movement. By 5 June, the floe had finally drifted near
SLI, where it began to break up and melt in place.

In 2008, northerly winds predominated. During late
winter to early breakup, we tracked eight floes from
16 March to 14 April for periods of 3–6 d. Sea-ice
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FIG. 3. (b) The years 2007–2010 were a cold period; melt and retreat were quite different in May for the 4 yr. 2007 was the first
year to show clear effects of the cold period. Sea-ice extent on 16 March was near the climatological norm, although there were
light ice conditions in the Bristol Bay area. Even with cold winter–early spring temperatures, ice melt and retreat were very rapid
in late April and early May. The Bering Strait was mostly open by 10 May. The arrow in the 16 March image points to an area
of broken pack containing many small groups of walruses. Arrows on 19 April and 10 May images indicate the large, concentrated
floe mass that was tracked from the Gulf of Anadyr to SLI (see Fig. 4b). In 2008, winter and spring were anomalously cold due
to persistent cold northerly winds. Sea-ice maximum occurred on 31 March and exceeded the climatological norm. On 3 April a
major storm moved across the southern Bering Sea. Melt and retreat of sea ice increased substantially in May, with major open
water in the Chirikov Basin. In 2009, under strong northerly winds, March sea-ice extent reached a maximum greater than the
norm and remained at or near the maximum into early April, similar to conditions observed in the 1970–1980s. But from midApril, sea-ice melt and retreat were extensive, creating large areas of open water. Ice cover in April was very similar to conditions
in April 2008. However, there was a consistency in the melt-out patterns in the northern Bering Sea, but with a shift in timing. In
2010, ice extent on 13 March exceeded the climatological norm, with ice cover similar to conditions observed in the 1970–1980s.
Ice cover in April was very similar to April 2008 and 2009. Sea-ice retreat and melt-out in April was very slow, with significant
ice still present in the central Bering Sea, especially around St. Lawrence Island, in late May.

conditions ranged from consolidated ice with many
fractures and open leads to very compact pack.
Persistent, strong, northerly winds pushed many floes

southward for several days and the southern edge of
the polynya extended southward from SLI to just east
of St. Matthew Island. A strong storm in early March
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FIG. 3. (c) The period 2012–2013 continued the cold period dominated by northerly winds, but very warm temperatures in 2011
in part of the Bering Sea interrupted this period. Ice conditions in 2011 exceeded the norm in the central and eastern Bering Sea,
but were below average in the western Bering, where warm air temperatures prevailed. The overall ice pack was unconsolidated
with many leads. This pattern continued into early April, but by mid-April melting and retreat were evident. By mid-May, most
of the northern Bering Sea was open water that extended north into the Chukchi Sea. In 2012, anomalous cold air temperatures
returned across the Bering Sea. Sea-ice extent in February was the second highest on record, and the extent continued to be
greater than average into mid-April. However, rapid melt and retreat began so that by mid–May there was extensive open water
and any remaining sea ice was very thin. In 2013. strong southwest winds pushed ice onshore at the western end of SLI on 11 May
(arrow), preventing hunting; this condition of southerly winds originated in late April and persisted through May, which kept the
sea-ice pack compacted in the northern Bering Sea.

produced westerly winds that pushed the sea ice eastward, especially in the southern Bering Sea. A major
melt-out occurred in May. The overall result was to
push broken pack into the south-central and eastern
Bering Sea, producing a mix of sea-ice types in and
near the marginal ice zone.
During March to early April 2009, we tracked nine
floes for periods of 4–8 d. This year was exceptional.
The Bering Sea was covered by ~75% of concentrated
ice in mid-April, much reduced by mid-May, and nearly
ice-free by early June. Northerly winds dominated and
sea-ice conditions ranged from consolidated with many
fractures and open leads to very compact pack. All
floes moved slowly in numerous directions and for

relatively short distances. In late May, some areas
retained considerable ice, especially around St. Lawrence
Island.
In sum, floe rates and distances traveled are consistent with diminishing sea ice and earlier spring melting,
except for 2009, when relatively concentrated sea ice
was reminiscent of former conditions (e.g., Fig. 1).
Worth noting is that tracks for 2006 and 2007 differ
in direction and distance of floe movement, according
to monthly differences in winds and currents and times
of sea-ice break-up and melting. However, the many
physical factors that influence sea-ice motion and melt
make it difficult to determine which factors are primarily affecting drift speed and direction of any floe
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FIG. 4. Floe tracking, where open circles indicate track start and closed indicates end. Worth noting is that 2006 and 2007
tracks are during migration and differ in direction and distance of floe movement; 2006 appears to be a favorable year for
walrus northward migration. Floe movements for 2008 and 2009 are less extensive due the more consolidated ice. In 2006,
10 floes of the broken pack moved 7.2–43.2 km/d. Floes 1 and 2 were tracked to determine the effect of the Alaska Current
on floe movement; their rates of dispersal ranged from ~17 to 98 km/d with an average of 69.6 km/d. Floe RBS (dark line)
was tracked over a very long distance; overall, this floe moved a total of 674 km in 33 d, averaging 20.4 km/d. In 2007, floes
tracked in April moved southward at rates of 4.8–28.8 km/d. Floes in late May moved northward at an average speed of
14.4 km/d. A large, consolidated floe (RS, dark line) moved a total of 593 km in 54 d, averaging 11 km/d. In 2008, all floes
moved southward except floe 8, which moved northward at 2.4 km/d. Speeds for other floes ranged from 4.8 km/d in
concentrated ice to 16.8 km/d in lighter ice. Floe 3 on the eastward side of the polynya moved rapidly south because of less
consolidated ice and very strong northerly winds. In 2009, floe movement was restricted by very heavy, consolidated ice pack
in mid-March to early April. Nine floes were tracked and the speed averaged only 4.8 km/d, with the general direction to the
south. Melting and retreat remained slow though April and into May. Considerable ice was still present, especially around
St. Lawrence Island, in late May.

at any one time. Within season variability rather than
mean drift or overall sea-ice extent is likely to be the
dominant factor in establishing seascape associations.
Significantly for the seascape, floes can move in numerous directions and at higher speeds when the pack is
less concentrated or has many open-water areas. During
2006-2009, floes appeared to be traveling at more rapid
rates and for greater distances under the forces of

winds and currents than formerly, and are intermingling
with floes of other sizes and types: a “mixing bowl”
that disrupts seascape habitats.
INDIGENOUS HUNTERS’ OBSERVATIONS
Indigenous subsistence hunters provide the most
complete, continual, and long-term observations of
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local walrus–sea-ice associations (Krupnik and Ray
2007), using extensive nomenclatures for ice-related
phenomena (Oozeva et al. 2004, Weyapuk and Krupnik
2012). The Sea Ice Knowledge and Use (SIKU) project of the International Polar Year (Krupnik et al.
2010a,b) provided more than 250 monthly logs during
winter–springs of 2006–2012 that constitute a database
of local ice and weather conditions, records of subsistence activities, and interpretations of sea-ice change
(Krupnik 2009, 2013, Kapsch et al. 2010, Krupnik
et al. 2010a, Eicken et al. 2014). More than 50 monthly
logs from Gambell (Sivuqaq) on St. Lawrence Island
(SLI) represent one of the most active walrus-hunting
communities. Most of the walrus catch was from
late April to early June, 2006–2012 (Table 2), but
whether this timing was due to local sea-ice conditions or social causes, or both, requires understanding
of how hunting is conducted (Oozeva et al. 2004),
in order to establish relationships between sea ice,
weather, and walrus availability (Krupnik and Ray
2007, Metcalf and Robards 2008, Kapsch et al. 2010,
Krupnik et al. 2010a, Huntington et al. 2013, Robards
et al. 2013).
Hunters use specific indicators to assess seasonal
dynamics. The mid-March to mid-June transition from
winter to spring is seen by hunters to progress through
shifts in sea-ice concentration, triggered by combinations of winds, currents, and ice movements. Some of
these patterns are episodic and hardly predictable;
others occur regularly and have established names.
The most common features are short-term events of
strong southerly winds that move large floes in from
the western and southern sides of SLI (ivghaghutkak),
and the formation of a large polynya that extends
southward every year, usually in early May (kelliighineq), from SLI and as far south as St. Matthew
Island (Krupnik et al. 2010a). Commonly, hunters
expect walrus and bearded seals to be abundant on
western and southern floes. They explain the formation
of kelliighineq by strong northerly winds on the already
fractured sea ice.
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Most hunting is conducted when the northern wind
subsides and the polynya is replaced by floes drifting
from the south, when the main mass of pack ice
retreats north with southerly winds and currents, carrying migrating walrus from the western and central
Bering Sea. This retreat of ice “loaded with game”
has usually occurred in May. Occasionally under strong
westerly winds, another type of ice comes from the
Gulf of Anadyr. These conditions record what scientists
call the “spring retreat” of sea ice, but to hunters is
a series of individual events and distinctive seascape
changes. Gambell hunters anticipate the first wave of
walrus migrating north around the first and second
weeks of May, corresponding to a shift in the prevailing wind from northerly to southerly, accompanied
by a 2–5°C upward spike in daily air temperature. A
second wave of walrus, probably from the southeastern
Bering Sea subpopulation, occurs about 2 weeks later,
followed in late May to early June by “last ice” reportedly coming from the Gulf of Anadyr and often carrying ribbon seals, Histriophoca fasciata (Krupnik et al.
2010a). The peak of walrus migration had usually
occurred around 15 May, corresponding to a few days
of active hunting, when up to 200–300 walruses were
often killed. If the ice retreats northward earlier, hunters will have to make ever longer trips to get to the
retreating pack ice; by late May, they may have to
travel 80–110 km north to reach the ice. By early-mid
June, the ice is usually gone.
Gambell hunters also use several proxies, not necessarily related to walrus, to track local-scale seasonal
changes; e.g., arrival of certain birds, sightings of seals,
melting of snow on the ground, etc. A proxy used
by U.S. Fish and Wildlife Service monitors in Gambell
is the numbers of walrus killed by week or season.
However, Table 2 indicates no marked shifts in the
timing of walrus migration for 2006–2013, yet the
number of walruses killed in “peak days” or “last
weeks of active hunting” fluctuated dramatically.
Attempts have been made to explain these fluctuations
by correlating results of hunts with reported ice

TABLE 2. Dynamics of spring walrus hunting in Gambell, Alaska, USA, 2006–2013, with weekly harvest data, according to UFWS
monitoring program, where “Wk” is calendar week and N is number of walrus taken.
Year

First week of active spring
hunting
Wk

2006
2007
2008
2009
2010
2011
2012
2013

19
18
20
18
19
18
17
17

Peak of walrus migration

Last week of active hunting

Total spring
catch,
Wk17–23

N

Wk

N

Wk

N

N

104
235
307
37
102
34
57
10

21–22
18–19
20–22
21–22
21
19
20
21–23

197
360
519
574
291
274
381
70

22
22
22
23
23
21
22
23

82
94
102
42
26
47
45
20

342
612
536
685
457
404
684
114
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concentration, strength of wind or wind direction, and
other environmental factors (Kapsch et al. 2010,
Huntington et al. 2013, Robards et al. 2013). Rather,
social factors often override effects of environmental
conditions; for example, sky-rocketing gasoline prices
(Alaska Fuel Price Report 2012) transform into fewer
trips, fewer boats hunting, and shorter distances over
which hunters can hunt. What hunters now report is
a shift to thinner, weaker, unstable ice conditions with
an increased unpredictability of familiar patterns of
spring break-up. Despite this, there is a strong priority
given to attaining an ample food supply, which tends
to cancel out other conditions.
Unusual mismatches can conflict with generationbased experience, e.g., substantial shifts in ice and
weather conditions, timing of appearance of valued
species, etc. Hunters now refer to an earlier and shorter
break-up and more rapid northern retreat of seasonal
pack ice, such that spring walrus migration can take
place 3–4 weeks earlier than previously (Krupnik 2000,
Metcalf and Krupnik 2003, Krupnik and Weyapuk
2010, Wisniewski 2010, Robards et al. 2013). Also,
the strength and timing of any trend related to weather
or sea ice differs substantially from place to place. In
2007 and 2011, spring walrus hunting in Gambell
started in late April because of earlier break-up, whereas
in 2009, 2010, and 2012 the ice remained well into
the month of June, as was normal in previous decades;
the only noticeable change in spring ice conditions
there is the increasingly common absence of the lateseason ice coming from the Gulf of Anadyr. In contrast, at Savoonga, Diomede, Uelen, and Wales, the
peak of spring walrus catch and disintegration of the
shore-fast ice now takes place almost 15 d earlier than
previously (Krupnik and Weyapuk 2010, Golbtseva
2013, Robards et al. 2013).
A mismatch of a different sort occurred during the
late April to early June 2013 hunting season, between
hunters’ expectations and public perceptions. Media
reports and a declaration by the Governor of Alaska
in 2013 spoke of a “historically low walrus harvest”
and an impending “food crisis” on an unprecedented
scale due to an exceptionally poor hunting season
(Table 2; USFWS 2007, Caldwell 2013a,b, Carlton
2013, Torquiano 2013). Yupik hunters were keen to
report that conditions in spring 2013 were neither
“unprecedented” nor “catastrophic”, as news reports
had indicated. Inclement weather for most of April
and light winds from the southwest during the first
2 weeks of May pushed the ice on shore and prevented
hunting (Fig. 3c; 28 April and 16 May 2013). “By
the time the floes finally gave way to scattered ice,
much of the game had gone past already….” (Paul
Apangalook to Igor Krupnik, 30 October 2013).
Gambell hunters had missed their best hunting window.
This experience presents an example of the need to
incorporate hunters’ knowledge into research and
monitoring.
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RESPONSES OF WALRUSES TO SEA-ICE CHANGE
Here, we have observed that sea ice has undergone
a transition from a “plastic continuum” governed primarily by fracture mechanics (McNutt and Overland
2003) to a less structured, fragmented sea ice, to a
pattern of relatively independent, free-moving floes that
we call a “mixing bowl.” Observations from satellite
imagery, floe tracking, and indigenous sources point
in the same direction: that seascape changes have
affected walrus winter–spring habitat concurrently with
times of reproduction and migration. This situation
suggests that walruses are vulnerable to phenological
and structural habitat effects occurring as a result of
climate change. We propose that top-down, physical
forcing at the regional scale imposes structural changes
at the seascape-habitat scale, which affects Pacific
walruses, whose life history encompasses cross-scale
integration of the physical environment and physiological and behavioral needs, such as social networking,
food finding, reproduction, migration, and energetics.
The overall effect is, predictably, higher dispersal mortality, which also reduces the availability of resources
for native subsistence hunters.
With respect to habitat, development of our hypothesis
that walruses prefer “broken pack” in winter–spring
began with Burns et al. (1981), who first noted that
annually recurring features of the Bering Sea ice sheet
“exhibit a high degree of organization,” that “wind
and ocean current regimes produce different habitats,
which are spatially and temporally repetitive and predictable,” and that ice-inhabiting mammals “tend to
partition their environment.” Fay’s (1982) records of
past walrus distributions (Fig. 5, March) reinforced the
conclusion that walruses prefer broken pack.
Subsequently, Braham et al. (1984) recorded habitat
partitioning for five species of ice-dependent pinnipeds
(Fig. 6), showing that walruses occurred in the same
general areas as Fay’s (1982) historical records. This
information prompted Ray and Hufford (1989) to perform a statistical analysis of 10 yr of March AVHRR
satellite imagery, concluding that most walruses occurred
in the same general area as “broken pack” (Fig. 1,
Table 1) during their winter–spring reproductive period.
Recently, in situ observations from icebreakers of floe
size, shape, and thickness during northward migration
into the Chukchi Sea (G. C. Ray, personal observation)
indicated that floes were derived from broken pack
seascape.Fig. 6. Spatial distributions of all five species
of pagophilic pinnipeds illustrate habitat partitioning
in early- to mid-April 1976. These species occupy different areas of pack ice; walrus distributions are roughly
equivalent to those in Fig. 3. From Braham et al. (1984).
Walrus observations from the icebreaker Healy during late winter to early spring of 2006 through 2009
(Fig. 7) generally agree with this historical pattern,
although the timing of ice break-up and melting is
different than recorded by Fay (1982). In March–April,
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FIG. 5. March–June walrus distributions based on 50 yr of published and unpublished data (1930–1978), with indications of seaice extent. Clearly, walruses remained in the northern Bering Sea later than presently (see Fig. 7). In March-April, two subpopulations
are evident. The majority of walruses occur north- and southwest of St. Lawrence Island. A smaller subpopulation is southeast near
Bristol Bay. In April, migration into the Chukchi Sea has begun, but the majority of the population remains in the Chirikov Basin
north of St. Lawrence Island. May is the height of the migration period. A substantial number of walruses remain in the Chirikov
Basin. In June, most walruses have migrated into the Chukchi Sea, but many remain in the Chirikov Basin, including males that
occupy land haul-outs in both the Bering and Chukchi seas. From Fay (1982).
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FIG. 6. Spatial distributions of all five species of pagophilic pinnipeds illustrate habitat partitioning in early- to mid-April 1976.
These species occupy different areas of pack ice; walrus distributions are roughly equivalent to those in Fig. 3. From Braham et al.
(1984).

most walruses occurred in the area of broken pack,
and in May most occurred southwest to northwest of
St. Lawrence Island. A smaller number of walruses
also occurred southeast near Bristol Bay. Distributions

in the northwest-central and southeast Bering Sea suggest a metapopulation structure consistent with Jay
et al. (2008) and with subsistence hunters’ records of
“two waves” of walruses passing SLI during migration.
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FIG. 7. Observations from the icebreaker Healy, 2006–2009, supplemented by helicopter observations and sightings from the U.S.
Fish and Wildlife Service, the U.S. Geological Survey, and the NOAA National Marine Mammal Laboratory. The area sampled
included 1 141 200 km2 from the shelf break north to Bering Strait and between the Alaskan coast and the International Date Line
at 166° W; the area west of the Date Line could not be surveyed. Areas sampled represent 2.0–3.8% of the total observation area,
within the 1.3–7.3% range of previous aerial walrus assessments to 1995 (Gilbert 1999). Observations were made from the ship’s
bridge 20 m above the water’s surface; helicopter sightings were from 150–200 m altitude. Small groups of walruses could be detected
on clear days to at least 4 km distance. Locations of groups were determined from the ship’s GPS records and from tracking the
helicopter from the ship. Most observations are of groups of <50 individuals. Herds of >500 were rare, contrary to Fay’s (1982)
historical record (Fig. 5) and our personal experience (see Fig. 8). (a) Observations 8 May–5 June 2006 during migration of ~5310
walruses, the majority in a single herd of >4500 animals (arrow). Observations by week trace northward migration and clustering
of groups in the Chirikov Basin. By late May–early June, only one large group (large black dot) remained near the southwest cape
of SLI. (b) Observations 11 April–18 June 2007, early spring to migration, of ~1550 walruses. Small groups were widely scattered in
April. Groups to the southeast are from the Bristol Bay subpopulation. No herds were observed. Very few animals, likely males,
lingered in the Chirikov Basin and Bristol Bay area until mid-June. (c) Observations 15 March–4 May 2008, late-winter breakup to
early migration, with 805 walruses clustered south to southwest of St. Lawrence Island and east–west of St. Matthew representing
two subpopulations. One herd of ~1000 animals (arrow) observed March 22 made up >50% of observations. (d) Observations 13
March–11 May 2009, late-winter breakup to early migration, with ~5370 walruses. Groups were widely scattered in moderate-sized
groups mostly of <50 individuals; some groups southeast of SLI may indicate a dissociated herd. Also, a possible herd had emerged
from the Bristol Bay area (arrow).

Most groups were small, consisting of 1–100 individuals, and scattered; an exception was clusters of groups
in the Chirikov Basin (Fig. 7; 2006, arrow), not surprising as the northward-moving ice converges as it

approaches Bering Straight. Two smaller groupings
occurred in 2008 and 2009 (Fig. 7; arrows). The dominance of scattered groups and the rarity of groups of
>200 animals contrasts sharply with formerly frequent
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from the ship. Most observations are of groups of
<50 individuals. Herds of >500 were rare, contrary
to Fay’s (1982) historical record (Fig. 5) and our personal experience (see Fig. 8). (a) Observations 8 May–5
June 2006 during migration of ~5310 walruses, the
majority in a single herd of >4500 animals (arrow).
Observations by week trace northward migration and
clustering of groups in the Chirikov Basin. By late
May–early June, only one large group (large black
dot) remained near the southwest cape of SLI. (b)
Observations 11 April–18 June 2007, early spring to
migration, of ~1550 walruses. Small groups were widely
scattered in April. Groups to the southeast are from
the Bristol Bay subpopulation. No herds were observed.
Very few animals, likely males, lingered in the Chirikov
Basin and Bristol Bay area until mid-June. (c)
Observations 15 March–4 May 2008, late-winter
breakup to early migration, with 805 walruses clustered
south to southwest of St. Lawrence Island and east–
west of St. Matthew representing two subpopulations.
One herd of ~1000 animals (arrow) observed March
22 made up >50% of observations. (d) Observations

observations of very large herds (numbers of groups
in close proximity) numbering in the thousands, consistent with walruses’ strong gregarious behavior
(Fig. 8; Wartzok and Ray 1980, Ray et al. 2006;
G. C. Ray, personal observation).Fig. 7. Observations
from the icebreaker Healy, 2006–2009, supplemented
by helicopter observations and sightings from the U.S.
Fish and Wildlife Service, the U.S. Geological Survey,
and the NOAA National Marine Mammal Laboratory.
The area sampled included 1 141 200 km2 from the
shelf break north to Bering Strait and between the
Alaskan coast and the International Date Line at 166°
W; the area west of the Date Line could not be surveyed. Areas sampled represent 2.0–3.8% of the total
observation area, within the 1.3–7.3% range of previous
aerial walrus assessments to 1995 (Gilbert 1999).
Observations were made from the ship’s bridge 20 m
above the water’s surface; helicopter sightings were
from 150–200 m altitude. Small groups of walruses
could be detected on clear days to at least 4 km distance. Locations of groups were determined from the
ship’s GPS records and from tracking the helicopter
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FIG. 8. In past years, very large herds of walruses appeared to be common (Fay 1982; personal observations). NASA CV990 flights documented the spatial distributions of groups of walruses within herds. Arrows represent flight paths. (a) Herd
1: on 8 April 1975, a minimum of 9500 individuals hauled out following 3 d of warming weather. Typical of a “herd,” the
largest groups clustered at the center of concentrations (dark blue), with smallest groups (lighter blue) at the margins. The
sea ice moved as a semi-continuous continuum at for 3 d at <11 km/d. (b) Herd 2: on 11 April 1976, ~1000 individuals
occurred within a similar-sized area of broken pack as the previous year. (c) Locations of herds 1 and 2. From Wartzok and
Ray (1980).
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13 March–11 May 2009, late-winter breakup to early
migration, with ~5370 walruses. Groups were widely
scattered in moderate-sized groups mostly of <50 individuals; some groups southeast of SLI may indicate
a dissociated herd. Also, a possible herd had emerged
from the Bristol Bay area (arrow).Fig. 8. In past years,
very large herds of walruses appeared to be common
(Fay 1982; personal observations). NASA CV-990 flights
documented the spatial distributions of groups of walruses within herds. Arrows represent flight paths. (a)
Herd 1: on 8 April 1975, a minimum of 9500 individuals hauled out following 3 d of warming weather.
Typical of a “herd,” the largest groups clustered at
the center of concentrations (dark blue), with smallest
groups (lighter blue) at the margins. The sea ice moved
as a semi-continuous continuum at for 3 d at <11 km/d.
(b) Herd 2: on 11 April 1976, ~1000 individuals occurred
within a similar-sized area of broken pack as the previous year. (c) Locations of herds 1 and 2. From
Wartzok and Ray (1980).
Large herds demand large areas of semi-continuous
habitat. A simple floe-stability calculation using the
relative specific weights of sea ice (0.9) and sea water
(1.025; Pounder 2013), sheds light on conditions required
to support walrus herds. A one-ton walrus (a combined
average body mass of one large female, one average
male, and a large juvenile) requires ~12 m2 of sea
ice, two-thirds of a meter thick or heavily ridged, for
support. How much ice-covered area is necessary for
1000 walruses is difficult to predict; nevertheless, this
calculation is consistent with observations of 30–100
walruses assembled on floes 20–40 m in diameter, which
where the ice may be distributed in variable concentrations. Fay (1982) observed that walruses tolerate
ice concentrations of 20–80%, but if floes become too
widely dispersed or represent mixed types, herd formation becomes unlikely. Therefore, the dispersion of
floes into a mixing bowl of sea-ice types, as we suggest, may lead to unfavorable conditions for such
gregarious species as walruses.
Potential effects on the walrus population related
to fragmentation of habitat and consequent changes
in social structure are predictable. Social networking
is a central issue in ecology and evolution and has
far-reaching implications for gene flow, frequencydependent selection, information transfer, disease transmission, and the way animals exploit their environment
(Foster et al. 2012). For example, walruses are highly
vocal and their sounds have the potential for communication underwater over tens of kilometers, depending on depth (S. Ridgway, personal communication);
for walruses, the “soundscape” concept (Garland et al.
2011, Servick 2014) has important implications. For
example, adult, dominant male walruses engage in
ritualized “song” displays to establish acoustic territories
(Ray and Watkins 1975, Fay et al. 1984). Given sound
transmission over 10-km distances, the arena within
which male walrus acoustic territories could be
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established may encompass more than 300 km2, approximating the dimensions of large herds (Fig. 8).
Diminishment of sea ice and dispersal of floe structure
would likely impede the formation of large reproductive arenas that could accommodate many territorial
males. Smaller group sizes with fewer males could
reduce male competition and promote “peripheral”
(nonterritorial) males, as shown for other pinnipeds
(e.g., Campagna et al. 1988, Gentry 1998). Thus,
reduced group size resulting from unsuitable habitat
could have significant implications for sexual selection
and population fitness.
With respect to food-finding, social networking would
allow walruses to explore very large areas of the benthos, where they feed on highly patchy prey, especially
clams (Fay 1982, Sheffield et al. 2001, Born et al.
2003, McCormick-Ray et al. 2011). Social networking
by sound communication is likely to assist food-finding
(e.g., Evans and Evans 1999, Slocombe and Zuberbühler
2005, Clay et al. 2012). It follows that the greater
the number of individuals that are seeking food over
wide areas, the better the chance of communication
of that information to others. Food-finding among
walruses may also be facilitated by passive transport
on moving sea ice, from which walruses disperse periodically to feed, then return to nearby floes of the
same general area to rest (Wartzok and Ray 1980,
Ray et al. 2006). This behavior suggests that walruses
are “central-place foragers,” common among pinnipeds
that breed on land and feed at sea (e.g., Loughlin
2014). Negative effects of central-place foraging include
over-exploitation of local food supply, which seems
to be the case for Pacific walruses in summer (Jay
et al. 2011, MacCracken 2012). However, passive transport avoids this effect because the “central place” of
sea ice is in constant motion, allowing new food patches
to be continuously exploited. As Fay (982) has noted:
“By staying with the ice, they are able to exploit the
benthic resources of almost the entire shelf…”
Other interpretations of feeding behavior are possible. Jay et al. (2010) found no correlation between
dispersal “vectors” of tagged walrus and sea ice on
which they hauled out. Walruses are well known to
disperse from floes in small groups to feed, but whether
the tagged walruses reaggregated following feeding
was not investigated. Further, Jay et al. (2014) also
propose that walruses seek “priority hot spots” with
high “benthic production” to feed, notably the SLI
polynya. However, walrus distributions, past (Fig. 5)
and present (Fig. 7), do not support this preference.
Nor do tracking data from Jay et al. (2014), who
recorded only one in three occasions with walruses
in the polynya area. To determine priority areas for
feeding, examination of the entire range of walruses
during all seasons is required, which has yet to be
done. Furthermore, benthic production as measured
by calories per gram (Jay et al. 2014) or grams of
carbon per square meter (Grebmeier et al. 2006)
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obscures walrus food preferences. Walruses favor large
clams, Mya spp. and others (Fay 1982, Sheffield et al.
2001), that are often deeply buried, patchily and subregionally distributed (cf. McCormick-Ray et al. 2011),
and difficult to sample, but whether preferred walrus
food and benthic production are correlated has yet
to be determined. Nevertheless, both passive transport
and cultural memory of “priority” feeding areas may
both occur, and if so, would play reinforcing roles.
Finally, the effects of sea-ice change on walruses
may be especially significant during spring migration,
when birthing and nursing also occur. Females with
newborns are reluctant to enter the water for some
time (possibly during most of the 2-month migration
period) when they nurse intensively, provide body
warmth to vulnerable calves, and closely guard them.
As noted previously, the floes on which walrus migrate
are usually derived from the same broken pack on
which birthing occurred. However, should the ice break
up and melt out earlier, as is now usual, walrus groups
would be forced to enter the water. And/or if the ice
is moved south and large polynyas develop under the
influence of northerly winds, (e.g., Fig. 2; May 2009–
2011), a significant increase in migration distance and
duration is imposed. That is, the availability of appropriate floes and the distances that walrus must travel
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during migration are critical, lest calves, especially, be
forced to endure an energetically costly swim.
Reproductive fitness, food-finding, and the efficacy of
migration are arguably the essence of Pacific walrus
natural history, all of which bear the burdens of winter–spring sea-ice change. In all respects, we stress the
particular importance of energetics. Fay and Ray (1968)
reviewed walrus thermoregulatory behavior, and Ray and
Fay (1968) examined physiological thermoregulation of
calves, together stressing the need of walruses to haul
out frequently on ice to rest. Recently, bioenergetics
models have provided important physiological requirements of female walruses in particular, suggesting that
changes in body condition could affect the population
overall (Noren et al. 2012, 2014, Noren et al. 2015).
We conclude that sea-ice habitat change as it affects
walrus behavior is resulting in higher energetic costs during every season of the year, both in the Bering Sea
during winter–spring, as indicated here, and in the Chukchi
Sea in summer–fall (Jay et al. 2011, MacCracken 2012).
FUTURE DIRECTIONS
This paper provides evidence that the seascape concept is specific to the dynamics of sea-ice habitat
structure and morphology, and provides a realistic way

FIG. 9. Structural change resulting from sea-ice diminishment is hypothesized to increase walrus mortality. (a) Under a relatively
high proportion of available sea-ice habitat to water, relatively low energetic cost and mortality are expected. (b) Under a relatively
low proportion of available sea-ice habitat, dispersing walruses experience higher energetic cost while seeking appropriate sea-ice
haul-outs, thereby experiencing increased mortality. Based on a concept from Fahrig (2007).
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for evaluating the potential effects of climate change
on Pacific walruses in the Bering Sea during winter–
spring. Our data indicate that sea ice is undergoing
a transition from a “plastic continuum” governed
primarily by fracture mechanics (McNutt and Overland
2003) to a “mixing bowl” of less structured, fragmented,
relatively independent, free-moving floes. This transition is producing structural changes at the seascapehabitat scale that has considerable potential to affect
Pacific walruses in significant ways: i.e., social networking, food-finding, reproduction, migration, and energetics, with implications for their natural history.
Changes in seascape morphology are likely to become
more evident in the future as climate change and seaice diminishment continue. Under these conditions,
stresses on the Pacific walrus population during the
winter–spring reproductive and migration period may
affect the walrus population to at least the degree of
sea-ice loss in summer. Taken together, landscape
population models suggest that walruses are facing
unfavorable habitats, higher energetic costs, and increasing dispersal mortality (Fahrig 2007, Fig. 9). Although
inconclusive, the 2006 walrus assessment shows that
population decline may already be underway (Speckman
et al. 2010). The sustainability of Native subsistence
hunting is no less at risk, as presently ~30 Beringian
communities engage in walrus hunting.
The looming issue for the Bering Sea ecosystem,
walruses, and its Native people concerns emergent conditions and lag effects caused by climate change, and
how these impinge on Pacific walrus natural history.
However, much research remains to unravel the complex
relationships between walruses and their changing habitat, especially as to behavioral and energetic effects.
Comprehensive, interdisciplinary research and monitoring programs are required, incorporating scientists,
management agencies, and the knowledge of indigenous
subsistence users. Especially, we emphasize the need to
interpret seascape change through many lenses, and to
consider data and indicators beyond usual disciplinary
toolkits. Regional sea-ice attributes set the stage for
assessing climate-change effects, and new tools and local
observations are essential for revealing aspects of natural
history. In this context, evaluation of the effects of
environmental change on the Pacific walrus population,
as well as all other pagophilic pinnipeds, requires integration of scales, whereby population dynamics is based
on natural-history knowledge for anticipating effective
conservation and management (cf. Scheffer et al. 2012).
ACKNOWLEDGMENTS
The senior author is deeply indebted to Francis H. “Bud”
Fay for his expertise, wisdom, and friendship during our
long history of associations and discussions concerning Pacific
walruses. Others also contributed significantly with respect
to natural history and management, notably John J. Burns,
formerly of the Alaska Department of Fish and Game, and
R.V. Miller of NOAA/NMFS National Marine Mammal

Laboratory. We particularly thank Captains Oliver (in 2006)
and Lindström (in 2007, 2008) of the icebreaker USGC
Healy, and the officers, crew, technical personnel, and our
companion scientists for assistance. Steve Roberts of the
National Center for Atmospheric Research, Boulder,
Colorado, made on-board satellite imagery available. Chief
Scientist J. M. Grebmeier, and L. W. Cooper (University
of Maryland) made research aboard USCGC Healy in 2006
possible. In 2007, we were similarly supported on the Healy
by Chief Scientist Raymond Sombrotto (Lamont-Doherty
Earth Observatory, Columbia University). In all years, Kathy
Kuletz of the U.S. Fish and Wildlife Service, Migratory
Bird Management, Anchorage (supported all by the North
Pacific Research Board) supported with surveys. In 2007
and 2008, Michael Cameron and colleagues of the NOAA
National Marine Mammal Laboratory, Seattle, Washington,
provided walrus observations. In 2008, Chadwick Jay and
Anthony Fischbach, U.S. Geological Survey, Anchorage,
Alaska, provided the same. Brad Benter of the U.S. Fish
and Wildlife Service very kindly shared Gambell walrus catch
data in Table. Leonard Apangalook, Sr. (deceased), Paul
Apangalook, Chester Noongwook, Aaron Iworrigan, Conrad
Oozeva, George Noongwook, and other local experts from
St. Lawrence Island, Alaska, shared their knowledge on ice
associations, behavior, and distributions of walruses and seals
on numerous occasions during 2003–2013. We are grateful
to the Eskimo Walrus Commission for a thorough discussion
of our project at its meeting in Nome, Alaska (December
2003) and for support in presenting preliminary results of
our work to indigenous walrus captains in the communities
of Gambell and Savoonga, St. Lawrence Island (February
2004). Lyudmila Bogoslovskaya from the Russian Institute
of Cultural and Natural Heritage in Moscow, Russia, contributed reports from local hunters of Russian Beringian
communities. Robert L Smith, Charlottesville, Virginia, formatted the illustrations. This paper was supported, in part,
by contract number P10-72213 of the U.S. Marine Mammal
Commission: Assessing changing habitats of ice-dependent
marine mammals of Beringia. J. E. Overland was supported
by the NOAA Arctic Project of the Climate Program Office;
PMEL contribution Number 4239. We also wish to express
our thanks for support of publication costs to the Pacific
Marine Environmental Laboratory, the U.S. Marine Mammal
Commission, and the Global Biodiversity Fund of the
University of Virginia.
LITERATURE CITED
Alaska Fuel Price Report. 2012. Current community
conditions: July 2012. Alaska Department of Commerce,
Juneau, Alaska, USA. http://commerce.alaska.gov/dnn/
Portals/4/pub/Fuel_Report_2012_July.pdf
Bond, N., J. E. Overland, and P. Turet. 1994. Spatial and
temporal characteristics of the wind forcing of the Bering
Sea. Journal of Climatology 7:1119–1130.
Born, E., S. Rysggard, G. Ehlmé, M. Sejr, M. Acquarone,
and N. Levermann. 2003. Underwater observations of
foraging free-living Atlantic walruses (Odobenus rosmarus
rosmarus) and estimates of their food consumption. Polar
Biology 26:348–357.
Braham, H. W., J. J. Burns, G. A. Fedoseev, and B. D.
Krogman. 1984. Habitat partitioning by ice-associated
pinnipeds: distribution and density of seals and walruses
in the Bering Sea, April 1976. NOAA Technical Report,
National Marine Fisheries Service 12:25–47.
Burns, J. J. 1970. Pagophilic pinnipeds. Journal of Mammalogy
51:445–454.

January 2016

SEASCAPE CHANGE AND PACIFIC WALRUSES

Burns, J. J., L. H. Shapiro, and F. H. Fay. 1981. Ice as
marine mammal habitat in the Bering Sea. Pages 781–797
in D. W. Hood and J. A. Calder, editors. The Eastern
Bering sea shelf: oceanography and resources. University
of Alaska Press, Fairbanks, Alaska, USA.
Caldwell, S. 2013a. Miserable weather means few walrus for
hunters in remote Alaska. Alaska Dispatch August 4, 2013.
http://www.alaskadispatch.com/article/20130804/miserable
-weather-means-few-walrus-hunters-remote-alaska
Caldwell, S. 2013b. Disaster declared for subsistence walrus
hunt on St. Lawrence Island. Alaska Dispatch, Sept. 2,
2013. http://www.alaskadispatch.com/article/20130902/disasterdeclared-subsistence-walrus-hunt-st-lawrence-island
Campagna, C., B. J. LeBoeuf, and H. L. Cappozzo. 1988.
Group raids: a mating strategy of male southern sea lions.
Behaviour 105:224.
Carlton, J. 2013. Alaska village grapples with collapse in
walrus harvest. http://online.wsj.com/news/articles/SB10001
424052702304795804579101440469640728
Cavalieri, D., C. Parkinson, P. Gloersen, and H. J. Zwally.
1996. Sea ice concentrations from Nimbus-7 SMMR and
DMSP SSM/I-SSMIS passive microwave data. NASA
DAAC at the National Snow and Ice Data Center, Boulder,
Colorado, USA.
Clay, Z., C. L. Smith, and D. T. Blumstein. 2012. Foodassociated vocalizations in mammals and birds: what do
these calls really mean? Animal Behaviour 83:323–330.
Eicken, H., M. Kaufman, I. Krupnik, P. Pulsifer, L.
Apangalook, P. Apangalook, W. Jr Weyapuk, and J. Leavitt.
2014. A framework and database for community sea ice
observations in a changing Arctic: an Alaskan prototype
for multiple users. Polar Geography 37:5–27.
Evans, C. S., and L. Evans. 1999. Chicken food calls are
functionally referential. Animal Behaviour 58:307–319.
Fahrig, L. 2007. Landscape heterogeneity and metapopulation
dynamics. Pages 78–91 in J. Wu and R. J. Hobbs, editors.
Key topics in landscape ecology. Cambridge University
Press, Cambridge, UK.
Fay, F. H. 1974. Marine mammals of the eastern Bering
Sea shelf. Pages 383–399 in D. Hood and J. Kelly, editors.
Oceanography of the Bering Sea. University of Alaska
Press, Fairbanks, Alaska, USA.
Fay, F. . H. 1982. Ecology and biology of the pacific walrus
Odobenus rosmarus divergens Illiger. North American Fauna.
U.S. Department of the Interior, Fish and Wildlife Service,
North American Fauna No. 74.
Fay, F. H., and C. Ray. 1968. Influence of climate on the distribution
of walruses, Odobenus rosmarus (Linnaeus). I. Evidence from
thermoregulatory behavior. Zoologica 53:1–14.
Fay, F. H., G. C. Ray, and A. A. Kibal’chich. 1984. Time
and location of mating and associated behavior of the
Pacific walrus, Odobenus rosmarus divergens Illiger. NOAA
Technical Report, National Marine Fisheries Service
12:89–99.
Fily, M., and D. Rothrock. 1990. Opening and closing of
sea ice leads: digital measurements. Journal of Geophyical
Research 95:789–796.
Foster, E. A., D. W. Franks, L. J. Morrell, K. C. Balcomb,
K. M. Parsons, A. van Ginneken, and D. P. Croft. 2012.
Social network correlates of food availability in an
endangered population of killer whales, Orcinus orca. Animal
Behaviour 83:731–736.
Garland, E. C., A. W. Goldizen, M. L. Rekdahl, R.
Constantine, C. Garrigue, N. Daeschlar Hauser, M. M.
Poole, J. Robbins, and M. J. Noads. 2011. Dynamic
horizontal cultural transmission of humpback whale song
at the ocean basin scale. Current Biology 21:687–691.

39

Gentry, R. L. 1998. Behavior and ecology of the northern
fur seal. Princeton Legacy Library, Princeton, New Jersey,
USA.
Gilbert, J. R. 1999. Review of previous Pacific walrus surveys
to develop improved survey designs. Pages 75–84 in G.
W. Garner, S. C. Amstrup, J. L. Laake, B. F. J. Manly,
L. L. McDonald and D. G. Robertson, editors. Marine
mammal survey and assessment methods. A. A. Balkema,
Rotterdam, The Netherlands.
Golbtseva, V. 2013. Hunting seasons for ringed seal
(lygememyl) in Uelen. On the issue of the warming climate.
Pages 170–171 in L. Bogoslovskaya and I. Krupnik, editors.
Nashi l’dy, snega i vetry [Our ice, snow, and winds.
Indigenous and academic knowledge on ice-scapes and
climate of Eastern Chukotka]. Russian Heritage Institute,
Moscow, Russia. [In Russian.]
Grebmeier, J. M., J. E. Overland, S. E. Moore, E. V. Farley,
E. C. Carmack, L. W. Cooper, K. E. Frey, J. H. Helle, F.
A. McLaughlin, and S. L. McNutt. 2006. A major ecosystem
shift in the northern Bering Sea. Science 311:1461–1464.
Holt, B., D. Rothrock, and R. Kwok. 1992. Determination
of sea ice motion from satellite images. Geophysical
Monographs 68:343–353.
Huntington, H. P., G. Noongwook, N. A. Bond, B. Benter,
J. A. Snyder, and J. Zhang. 2013. The influence of wind
and ice on spring walrus hunting success on St. Lawrence
Island, Alaska. Deep Sea Research Part II: Topical Studies
in Oceanography 94:312–322.
Jay, C., P. Outridge, and J. Garlich-Miller. 2008. Indication
of two Pacific walrus stocks from whole-tooth elemental
analysis. Polar Biology 31:933–943.
Jay, C. V., M. S. Udevitz, R. Kwok, A. S. Fischbach and
D. C. Douglas, editors. 2010. Divergent movements of
walrus and sea ice in the northern Bering Sea. Marine
Ecology Progress Series 407:293–302.
Jay, C. V., B. G. Marcot, and D. C. Douglas. 2011. Projected
status of the Pacific walrus (Odobenus rosmarus divergens)
in the twenty-first century. Polar Biology 34:1065–1084.
Jay, C. . V., J. M. Grebmeier, A. . S. Fischbach, T. . L.
McDonald, L. . W. Cooper and F. Hornsby, editors. 2014.
Pacific walrus (Odobenus rosmarus divergens) resource
selection in the northern Bering Sea. PLoS One 9:e93035.
Kapsch, M.-L., H. Eicken, and M. Robards. 2010. Sea ice
distribution and ice use by indigenous walrus hunters on
St. Lawrence, Alaska. Pages 115–144 in I. Krupnik, C.
Aporta, S. Gearheard, G. J. Laidler and L. Kielsen Holm,
editors. SIKU: knowing our ice. Documenting Inuit sea ice
knowledge and use. Springer, Dordrecht, The Netherlands.
Krupnik, I. 2000. Native perspectives on climate and sea ice
changes. Pages 25–39 in H. P. Huntington, editor. Impact
of changes in sea ice and other environmental parameters
in the Arctic. Marine Mammal Commission, Bethesda, MD.
Krupnik, I. 2009. “The way we see it coming”: building the
legacy of indigenous observations in IPY 2007–2008. Pages
129–142 in I. Krupnik, M. Lang and S. Miller, editors.
Smithsonian at the Poles: contributions to International
Polar Year Science. Smithsonian Institution Scholarly Press,
Washington, D.C., USA.
Krupnik, I. 2013. What can we learn from the local observation
of ice and weather change. Pages 266–267 in L.
Bogoslovskaya and I. Krupnik, editors. Nashi l’dy, snega
i vetry [Our ice, snow, and winds. indigenous and academic
knowledge on ice-scapes and climate of eastern Chukotka].
Russian Heritage Institute, Moscow, Russia. [In Russian.]
Krupnik, I., and G. C. Ray. 2007. Pacific walruses, indigenous
hunters, and climate change: bridging scientific and
indigenous knowledge. Deep-Sea Research 54:2946–2957.

40

G. CARLETON RAY ET AL.

Krupnik, I., and W. Jr Weyapuk. 2010. Qanuq Ilitaavut:
“How we learned what we know” (Wales Inupiaq sea ice
dictionary). Pages 321–354 in I. Krupnik, C. Aporta, S.
Gearheard, G. J. Laidler and L. Kielsen Holm, editors.
SIKU: knowing our ice. Documenting Inuit sea ice
knowledge and use. Springer, Dordrecht, The Netherlands.
Krupnik, I., L. Sr Apangalook, and P. Apangalook. 2010a.
“It’s cold, but not cold enough”: observing ice and climate
change in Gambell, Alaska in IPY 2007–2008 and beyond.
Pages 81–114 in I. Krupnik, C. Aporta, S. Gearheard, G.
J. Laidler and L. Kielsen Holm, editors. SIKU: knowing
our ice. Documenting Inuit sea ice knowledge and use.
Springer, Dordrecht, The Netherlands.
Krupnik, I., C. Aporta, S. Gearheard, G. J. Laidler, and
L. K. Holm, editors. 2010b. SIKU: knowing our ice.
Documenting Inuit sea ice knowledge and use. Springer,
Dordrecht, The Netherlands.
Loughlin, T. R. 2014. Bering Sea seals and walruses: responses
to environmental change. Pages 171–199 in G. C. Ray and
J. McCormick-Ray, editors. Marine conservation: science,
policy, and management. Wiley Blackwell, Oxford, UK.
MacCracken, J. G. 2012. Pacific walrus and climate change:
observations and predictions. Ecology and Evolution
2:2072–2090.
Maslanik, J. and J. Stroeve. 1999. Near-real-time DMSP
SSM/I-SSMIS daily polar gridded sea ice concentrations.
NASA DAAC at the National Snow and Ice Data Center,
Boulder, Colorado, USA. [Updated daily.]
McCormick-Ray, J., R. M. Warwick, and G. C. Ray. 2011.
Benthic macrofaunal compositional variations in the
northern Bering Sea. Marine Biology 158:1365–1376.
McNutt, S. L., and J. E. Overland. 2003. Spatial hierarchy
in Arctic sea ice dynamics. Tellus, Series A 55:181–191.
Metcalf, V. and I. Krupnik, editors. 2003. Pacific walrus.
Conserving our culture through traditional management.
Report produced by Eskimo Walrus Commission, Kawerak,
under a grant from the U.S. Fish and Wildlife Service,
Section 119, Cooperative Agreement No. 701813J506.
Metcalf, V., and M. D. Robards. 2008. Sustaining a healthy
human–walrus relationship in a dynamic environment:
challenges for co-management. Ecological Applications
18:148–156.
NOAA. 2000. Observers guide to sea ice. National Oceanic
and Atmospheric Administration, National Ice Center,
Washington, DC, USA.
Noren, S. R., M. S. Udevitz, and C. V. Jay. 2012. Bioenergetics
model for estimating food requirements of female Pacific
walruses Odobenus rosmarus divergens. Marine Ecology
Progress Series 460:261–275.
Noren, S. R., M. S. Udevitz, and C. V. Jay. 2014. Energy
demands for maintenance, growth, pregnancy, and lactation
of female walruses (Odobenus rosmarus dsivergens).
Physiological and Biochemical Zoology 87:837–854.
Noren, S. R., M. S. Udevitz, L. Triggs, J. Paschke, L. Oland,
and C. V. Jay. 2015. Identifying a reliable blubber
measurement site to assess body condition in a marine
mammal with topographically variable blubber, the Pacific
walrus. Marine Mammal Science 31:658–676.
Oozeva, C., C. Noongwook, G. Noongwook, C. Alowa
and I. Krupnik. 2004. Watching ice and weather our
way. (Sikumenllu eslamengllu esghapalleghput). Arctic
Studies Center, Smithsonian Institution, Washington, DC,
USA.
Overland, J. E., M. Wang, K. R. Wood, D. B. Percival,
and N. A. Bond. 2012. Recent Bering Sea warm and cold
events in a 95-year context. Deep-Sea Research
II:65–70.

Ecological Applications
Vol. 26, No. 1

Overland, J. E., J. Wang, R. S. Pickart, and M. Wang.
2014. Recent and future changes in the meteorology of
the Pacific Arctic. Pages 17–30 in J. M. Grebmeier and
W. Maslowski, editors. The Pacific Arctic region: ecosystem
status and trends in a rapidly changing environment.
Springer, Dordrecht, The Netherlands.
Pounder, E. R. 2013. Sea ice. Pages 86–115 in J. A. Jacobs
and J. T. Wilson, editors. The physics of ice. Elsevier,
Dordrecht, The Netherlands.
Ray, C., and F. H. Fay. 1968. Influence of climate on the
distribution of walruses, Odobenus rosmarus (Linnaeus). II.
Evidence from physiological characteristics. Zoologica
53:19–32.
Ray, G. C., and G. H. Hufford. 1989. Relationships among
Beringian marine mammals and sea ice. Rapport Processverbal Reunion Conseil International Exploration de la
Mer 188:22–39.
Ray, G. C., and W. A. Watkins. 1975. Social functions of
underwater sounds in the walrus Odobenus rosmarus.
Rapport Process-verbal Reunion Conseil International
Exploration de la Mer 169:524–526.
Ray, G. C., J. McCormick-Ray, P. Berg, and H. Epstein.
2006. Pacific walrus: benthic bioturbator of Beringia. Journal
of
Experimental
Marine
Biology
and
Ecology
330:403–419.
Ray, G. C., J. E. Overland, and G. L. Hufford. 2010. Seascape
as an organizing principle for evaluating walrus and seal
sea-ice habitat in Beringia. Geophysical Research Letters
37:L20504. http://dx.doi.org/10.1029/2010GL044452.
Robards, M. D., A. S. Kitaysky, and J. J. Burns. 2013.
Physical and sociocultural factors affecting walrus
subsistence at three villages in the northern Bering Sea:
1952–2004. Polar Geography 36:65–85.
Scheffer, M., et al. 2012. Anticipating critical transitions.
Science 338:344–348.
Servick, K. 2014. Eavesdropping on ecosystems. Science
343:834–837.
Sheffield, G., F. H. Fay, H. Feder, and B. P. Kelly. 2001.
Laboratory digestion of prey and interpretation of walrus
stomach
contents.
Marine
Mammal
Science
17:310–330.
Slocombe, K. E., and K. Zuberbühler. 2005. Functionally
referential communication in a chimpanzee. Current Biology
15:1779–1784.
Speckman, S. G., V. I. Chernook, D. M. Burn, M. S.
Udevitz, A. A. Kochnev, A. Vasilev, C. V. Jay, A.
Lisovsky, A. S. Fischback, and R. B. Benter. 2010. Results
and evaluation of a survey to estimate Pacific walrus
population size, 2006. Marine Mammal Science
27:514–553.
Stabeno, P. J., E. Farley, N. Kachel, S. Moore, C. Mordy,
J. M. Napp, J. E. Overland, A. I. Pinchuk, and M. F.
Sigler. 2012. A comparison of the physics of the northern
and southern shelves of the eastern Bering Sea and some
implications for the ecosystem. Deep-Sea Research
II:65–70.
Torquiano, N. 2013. Saint Lawrence Island: Low walrus
harvest prompts economic disaster declaration. KTUU, 30
August
2013.
http://articles.ktuu.com/2013-08-30/
disaster-funds_41648426
USFWS. 2007. Record sea ice retreat: Walrus conservation
and management issues in the Chukchi Sea. U.S. Fish and
Wildlife Service, Fairbanks, Alaska. http://alaska.fws.gov/
fisheries/mmm/walrus/pdf/walrus_conservation_issues_
chukchi.pdf
Walsh, J. E. 2008. Climate of the Arctic marine environment.
Ecological Applications 18(Supplement):S3–S22.

January 2016

SEASCAPE CHANGE AND PACIFIC WALRUSES

Wartzok, D., and G. C. Ray. 1980. The hauling-out behavior
of the Pacific walrus. Marine Mammal Commission and
U.S. Department of Commerce, National Technical
Information Service, Washington, DC, USA.
Weyapuk, W. Jr, and I. Krupnik, editors. 2012. Kingikmi
Sigum Qanuq Ilitaavut/Wales Inupiaq sea ice dictionary.
Arctic Studies Center, Washington, D.C., USA.
Wisniewski, J. 2010. Knowing about Siku: Kigiqtaamiut
hunting as an experiential pedagogy. Pages 275–294 in I.
Krupnik, C. Aporta, S. Gearheard, G. J. Laidler and L.

41

Kielsen Holm, editors. SIKU: knowing our ice. Documenting
Inuit sea ice knowledge and use. Springer, Dordrecht, The
Netherlands.
WMO (World Meteorological Organization). No date. http://
www.aari.nw.ru/gdsidb/docs/wmo/nomenclature/WMO_
Nomenclature_draft_version1-0.pdf
Wu, J., and R. Hobbs. 2007. Landscape ecology: the stateof-the-science. Pages 271–287 in J. Wu and R. J. Hobbs,
editors. Key topics in landscape ecology. Cambridge
University Press, Cambridge, UK.

