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The ocean ecosystems around the west Antarctic Peninsula and South Georgia are two of the best described
regional ecosystems of the Southern Ocean. They therefore provide a useful basis for developing comparative
analyses of ocean ecosystems around the Antarctic. There are clear and expected differences in seasonality
and species composition between the two ecosystems, but these mask an underlying similarity in ecosystem
structure and function. This similarity results from the two ecosystems being part of a continuum, from more
ice covered regions in the south to open water regions in the north. Within this continuum the major factors
affecting ecosystem structure and function are the sea ice, the biogeochemical conditions and the
connectivity generated by the flow of the Antarctic Circumpolar Current. Antarctic krill are central to the
food web in both ecosystems, but the other species of plankton and predators present are different. These
different species provide alternative pathways of energy transfer from primary production to the highest
trophic levels. The relative dominance of these species can provide indicators of change in ecosystem
structure and function. Both ecosystems are changing as a result of physically and biologically driven
processes, and the ecological responses being observed are complex and variable across different species and
within the two regions. Species in parts of the northern Antarctic Peninsula are being replaced by species that
currently dominate farther north in more oceanic areas such as at South Georgia. The similarity of structure
and strong connectivity, mean that projections of future change will require generic models of these
ecosystems that can encompass changes in structure and function within a connected continuum from ice
covered to open water in winter.

© 2012 Elsevier B.V. All rights reserved.
1. Introduction

Southern Ocean ecosystems are changing as a result of some of the
most rapid regional warming that has been observed anywhere on the
planet and further major physical and chemical changes are expected to
occur in the coming decades (Costa et al., 2010;Meredith and King, 2005;
Montes-Hugo et al., 2009; Schofield et al., 2010; Trivelpiece et al., 2011;
Vaughan et al., 2003). These ecosystems are also of global importance in
biogeochemical cycles, in contributing to food security through major
fisheries and in maintaining unique biological diversity. Changes in their
structure and function will, therefore, have consequences for human
society, which makes the development of the basis for predicting the
responses of these ecosystems to change an urgent requirement (Murphy
et al., 2008).

Understanding the factors that generate differences in ecosystems
that exist in different regions of the circumpolar SouthernOcean is crucial
l rights reserved.
for the development of models that provide useful projections of
ecosystem level responses to the changes in physical processes (affecting
ocean temperatures, circulation patterns and sea ice), chemical processes
(affecting nutrients, carbon dioxide concentrations and pH) and direct
human impacts (fisheries and tourism), which are expected to occur in
the coming decades (Murphy et al., 2008; Trathan and Agnew, 2010;
Trivelpiece et al., 2011; Turner et al., 2009). Recent development of a
strategic basis for generating the models required to produce such
predictions has emphasised the requirement for a range of ocean-scale
models of Southern Ocean ecosystems (Murphy et al., in press).
Generating these models, with the appropriate space and time scales
and processes, requires knowledge of the controls on the structure and
function of Southern Ocean ecosystems at regional scales. This in turn
requires development of comparative views of how properties of
ecosystems can be characterised so that differences or changes can be
distinguished (Megrey et al., 2009b; Murawski et al., 2009; Sydeman and
Bograd, 2009).

The western Antarctic Peninsula (wAP) and the northern Scotia Sea
around South Georgia (Figs. 1 and 2; Ducklow et al., 2007; Murphy et al.,
2007b; Hofmann et al., 2011) are the most studied regions of the

http://dx.doi.org/10.1016/j.jmarsys.2012.03.011
mailto:e.murphy@bas.ac.uk
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Southern Ocean and sufficient information exists on ecosystem structure
and function to allow comparative analysis of the two systems.
Ecosystems around the wAP are undergoingmajor changes in ecological
structure that reflect the rapid regional warming over the last 50 years
(Clarke et al., 2007; Schofield et al., 2010; Trivelpiece et al., 2011).
Around South Georgia major changes are also occurring, but although
the region has warmed over the last century, the underlying causes and
directions of ecological change are difficult to determine. This is partly
because of the short length (b30 years) of most datasets, but also
because it was historically the centre of exploitation of marine living
resources in the Southern Ocean (Everson, 1977; Murphy et al., 2007b;
Whitehouse et al., 2008b). Here our aim is to develop a comparative
analysis of the wAP and South Georgia ecosystems by examining their
major structural and functional features and dynamics (i.e. their
operation), at regional scales (tens to hundreds of kilometres in extent)
to consider the factors generating differences between these ecosystems
and their responses to change. This comparison will also contribute to
theprocess of developing regionalmodels of SouthernOcean ecosystems
and in assessing their utility in predicting structure and function.

Ecosystem comparisons require a clear definition ofwhat ismeant by
“to compare ecosystems”. The value of using “ecosystem” to describe
particular ecological systems has been debated for some time (e.g. O'
Neill, 2001), and often centres on whether the system being described
can be considered as a distinct biological entity (see also Salihoglu et al.,
in press), but there is now general acceptance that ecosystem is a useful
term. The biological system is defined as an ecological system when
organism interactions with their environments, including other
organisms, are considered. Ecosystems therefore include the physical
and chemical environments in which they occur and lead to our
definition of an ecosystem as: “the abiotic and biotic components
Fig. 1. Map of the Antarctic showing the location and extent of the western Antarctic Penins
location of the Polar Front is shown by a dashed line.
interacting over a set of defined temporal and spatial scales”. This
definition gives a perspective of a regional oceanic ecosystem with a
spatial scale of 100 s km (themesoscale). The abiotic systemwithin the
regional scale provides a dynamic physical and chemical process
framework and biotic process interactions occur within this framework
at different scales (Murphy et al., 1988, 2007b). The structure and
function of the ecosystem are then emergent properties of the dynamic
abiotic and biotic process interactions (Murphy et al., 1988, 2007b, in
press). Comparison of ecosystems therefore requires an understanding
of both the biologically-based interactions between species and the
interactions with the physical and chemical environments in which
they occur.

Comparative analyses of ecosystems requires definition of the
properties of ecosystems that are consistent and comparable (Bailey
et al., 2010; Hunt and Nettleship, 1988; Hunt and Megrey, 2005;
Legendre and Niquil, 2013–this volume; Link, 2002; Link et al., 2010;
Megrey et al., 2009b, 2009c; Murawski et al., 2009; Petchey et al.,
2008; Sydeman and Bograd, 2009). Different comparison attempts
have focused on particular aspects of ecosystems or their properties
such as primary productivity, carbon budgets, food web structure or
total fishery yield (Baird et al., 1991; Blanchard et al., 2010; Bundy et
al., 2009; Carmack and Wassmann, 2006; Carmack et al., 2006;
Drinkwater, 2009; Drinkwater et al., 2009; Gaichas et al., 2009;
Johnson et al., 2011; Legendre and Niquil, 2013–this volume; Link et
al., 2009; Megrey and Aydin, 2009; Megrey et al., 2009a). Recogni-
tion of the importance of understanding the interactive influence of
processes at different trophic levels led to an emphasis on whole
ecosystem analyses that consider the end-to-end operation of food
webs. However, accounting for the complexity of all the potential
species interactions at different trophic levels was difficult and resulted
ula (wAP) and South Georgia regions (red boxes) considered in this paper. The general
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in development of a range of approaches for aggregating ecosystem
components by trophic levels, size or functional groups (Hannah et al.,
2010; Hofmann, 2010;Murphy et al., in press). There remain however,
major theoretical and practical challenges in developing analyses of
whole ecosystems (Allen and Fulton, 2010; Hofmann, 2010), and there
is no standard methodology currently available that can capture the
complexity of natural systems and identify appropriate scales for
comparison (Bailey et al., 2010; Legendre and Niquil, 2013–this
volume; Link et al., 2009, 2010; Megrey et al., 2009b; Petchey et al.,
2008). An additional aim of this study is, therefore, to consider how the
methodological basis for comparisons of ecosystems can be devel-
oped to examine the importance of different biological and physical
processes and interactions over different spatial and temporal scales.

This comparative study of the wAP and South Georgia ecosystems
highlights the spatial and temporal variability of their structure and
function, but also shows that these ecosystems are more similar than
expected from simple views of species occurrence. Although different
species do dominate in the two ecosystems, these replace similar
species in groups that exist in both areas. In addition, the ecosystems
are connected, and form part of a continuum from the more ice-
covered regions in the south to the open water regions to the north.
We develop a generic representation of food web structure for these
two areas and suggest that a generic ecosystem model is a viable
approach for analysing and modelling South Ocean ecosystems.

2. Structure and function of the wAP and South Georgia
ecosystems

The dynamics of the wAP and South Georgia regional marine
ecosystems have been the focus of sustained analyses over the last
few decades. Extensive analyses and overviews of results from
multidisciplinary studies undertaken along the wAP in the past two
decades are available (Ducklow et al., 2007; Hofmann and Murphy,
2004; Hofmann et al., 2002, 2008, 2011), as is a perspective on recent
Fig. 2. Map encompassing the western Antarctic Peninsula and South Georgia regions. The
(SAF), Polar Front, Southern ACC Front (SAACF), and Southern Boundary of ACC (SB) are sh
sea ice extent (15% concentration) and the mean surface chlorophyll a concentration (mg
calculated only for cells where 10 values were obtained within a year). The white areas inc
climate change impacts and consequences for the wAP marine food
web (Clarke et al., 2007). Reviews of the South Georgia ecosystem
and the wider Scotia Sea context are given in Atkinson et al. (2001)
and Murphy et al. (2007b), respectively. The drivers of variability and
change in the South Georgia and Scotia Sea region have been
considered and analysed by Murphy (1995) and Murphy et al.
(1995, 2007a, 2007b). Recent syntheses of detailed knowledge of the
food web components and interactions at South Georgia is given in
Hill et al. (2012), and for the wAP (Ballerini et al., submitted for
publication).

The western region of the Antarctic Peninsula extends from about
61°S at the northern tip to about 75°S in the southern region. This
region encompasses very different physical systems and habitats for
which varying levels of biological data and knowledge are available.
This analysis focuses on the Marguerite Bay region of the wAP (~62°S
to 70°S, Figs. 1 and 2), which was the focus of the Southern Ocean
GLOBEC and Palmer Long-Term Ecological Research (PAL LTER)
Programmes (Ducklow et al., 2007; Hofmann et al., 2002, 2004,
2008, 2011). Around South Georgia, we consider both oceanic and
shelf areas extending from ~53°S to 56°S and 34°W to 44°W (Figs. 1
and 2), which were encompassed by the British Antarctic Survey
DYNAMOE and DISCOVERY 2010 Programmes (see Murphy et al.,
2007b and Tarling et al., 2012). These studies provide the basis for
describing the general physical features (Table 1) and biological
operation of the two ecosystems, from microbes to higher trophic
level predators, and their primary physical and biological controls.
Species differences between the two regions are considered in the
context of major life history traits of key species (Table 2).

Our comparative analysis begins with consideration of the Southern
Ocean context of the wAP and South Georgia ecosystems. The major
features of the two regional ecosystems are then compared based on
physical characteristics, primary producers and links to secondary
producers, secondary and tertiary producers, and the spatial variability
and connectivity of the two regional systems.
1000 m isobaths (black dashed lines) and mean positions of the Sub-Antarctic Front
own. Also shown are the mean winter (dashed blue line) and summer (solid blue line)
m−2) between September and March (SeaWiFS derived satellite data, NASA, means
lude cells where no data are available.

image of Fig.�2


Table 1
Comparison of the ocean, sea ice, and environmental characteristics of the western Antarctic Peninsula (wAP) and South Georgia ecosystems. Water masses are abbreviated as:
AASW—Antarctic Surface Water; WW—Winter Water; CDW—Circumpolar Deep Water.

Physical environmental characteristics Western Antarctic Peninsula South Georgia

Main water masses and
circulation features

AASW, WW and CDW AASW, WW and CDW
South of SACCF, which runs along the outer shelf Between SACCF and PF
No slope or shelf-slope front SACCF steered along southern shelf to the east and retroflects

around the north of the island
Gyres (100 km's) over the shelf Main area of deep water connection appears to be in the south

western shelf in an area of an extensive ~400-m plateau
Connection to offshore oceanic system via deep troughs
and deep shelf

Main area of surface water entrainment is in the east, although
may also occur along north coast

Ice presence
Means and variability

Seasonal advance and retreat, forms in May–June, retreats October No ice—has been on edge of northern extent of ice 1 year in
last 30Minimum (~10% but can be >25%) in ~March

Concentration peaks (75–100%) in September
Variability (~90%) greatest in spring (November to December)
and in autumn (June)

Seasonality and daylength
variation

Shortest days~0 (southern wAP) to 1–2 h Shortest days~7 h
Longest days~ just less than 24 h Longest days~17 h
Total annual daylight days~188 Total annual daylight days~183
Maximum daylength at 64°S, 64°W >20 h
Minimum daylength at 64°S, 64°W >3 h

Temperature (°C) ranges and
variability

Summer mean maximum: February~0.97 Summer mean maximum: February/March~3.55/3.48
Winter mean minimum: September~−1.65 Winter mean minimum: September~0.22
Month of maximum: February 2.56 Month of maximum: February 5.40
Month of minimum: June–December −1.79 to −1.80 Month of minimum: September −0.86
Month of maximum variation January

standard deviation=0.82, range 4.09
Month of maximum variation January

standard deviation 0.68, range (January) 4.28
Month of minimum variation September

standard deviation=0.14, range 0.79
Month of minimum variation September

standard deviation=0.43, range (October) 2.16
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2.1. The Southern Ocean context of the wAP and South Georgia
ecosystems

The Antarctic Peninsula is connected to the South American continent
by the Scotia Arc, which is a mainly submarine feature forming the
southern, eastern and northern boundaries of the Scotia Sea with the
Weddell Sea to the south and the South Atlantic to the north (Figs. 1 and
2). Along the Scotia Arc, a series of mountainous island groups extend
above the ocean surface including Shag Rocks and South Georgia in the
north, the South Sandwich Islands in the east and the South Orkney
Islands to the south. From the Amundsen and Bellingshausen Seas to the
west in the South Pacific region, the easterly-flowing Antarctic Circum-
polar Current (ACC)moves poleward andflows along the outer portion of
the Antarctic continental shelf. After passing the tip of the Antarctic
Peninsula and exiting Drake Passage, the ACC follows a mostly eastward
zonal path across the Scotia Sea. Along the eastern extent of the Scotia Arc,
the ACC is deflected northwards. A part of the ACC flows north of South
Georgia and part flows south forming a reflection region on the eastern
side of South Georgia. Downstream of South Georgia, the ACC shifts
southward and continues its zonal flow across the South Atlantic.

The ACC encompasses a series of circumpolar fronts that are separated
by zones with distinct thermohaline properties (see Orsi et al., 1995 and
references cited within). The sub-Antarctic Front (SAF), Polar Front (PF)
and Southern ACC Front (SACCF) (Fig. 4a) carry most of the transport of
the ACC (Orsi et al., 1995) and are highly dynamic and variable in location
and latitudinal extent (Dong et al., 2006; Sokolov and Rintoul, 2009a,
2009b; Thorpe et al., 2002, 2005). The Southern Boundary of the ACC
(SBACC) is marked by the poleward edge of Upper Circumpolar Deep
Water (UCDW; Orsi et al., 1995), which is the upper level of Circumpolar
Deep water (CDW); the lower level is Lower Circumpolar Deep Water
(LCDW). UCDW is distinguished by temperature and salinity maxima
(2 °C, 34.72) that shoal from about 1200 m to 200 m along the wAP shelf
edge (e.g. Orsi et al., 1995; Sievers andNowlin, 1988). Theflowof the ACC
is strongly topographically steered and in many regions this generates
intense interactions of the fronts with regions of the shelf slope of the
continent and around the Scotia Arc (Orsi et al., 1995). Along the wAP,
interactions of the ACC with the bathymetry along the outer continental
shelf produce intrusions of UCDW that flood the shelf below the
permanent pycnocline (Dinniman and Klinck, 2004; Klinck, 1998;
Klinck et al., 2004; Smith et al., 1999). The northward deflection of the
ACC by the Scotia Arc generates mesoscale eddies and upwelling, and
disperses material northwards, which affects physical, chemical and
biological processes across the Scotia Sea (Meredith et al., 2003; Murphy
et al., 2004, 2007a, 2007b; Veit and Hunt, 1992; Ward et al., 2003).

The wAP and Scotia Sea regions are areas of enhanced chlorophyll a
and primary production (Fig. 2, Atkinson et al., 2004; Arrigo et al.,
2008). This primary productivity forms the basis for the classical view of
the Southern Ocean food web of high production and short food chains
dominated by Antarctic krill (Euphausia superba), a view that has
historically come from the predominance of studies that focused in
these regions (Everson, 1977; Laws, 1983). This region, including the
South Atlantic sector, supports over 50% of the circumpolar krill
population in terms of numbers (Atkinson et al., 2004), which in turn
supports large seabird andmarinemammal colonies and large numbers
of pack-ice seals. The Scotia Sea region was also the historical centre for
whaling and sealing operations of the 19th and 20th centuries and is
now where more recent fishing operations on Antarctic krill have
developed (Everson, 2000; Nicol et al., 2011).

2.2. The physical basis of wAP and South Georgia ecosystems

2.2.1. Oceanographic conditions
The large scale physical structure of the Southern Ocean generates

major physical differences between the wAP and South Georgia regions.
The latitude difference producesmarked differences in seasonality of the
environments. The mean seasonal pattern of sea surface temperature
(SST) variation at the wAP (Fig. 3a) shows temperatures are usually
above 0 °C between January andMarch with a peak in February at ~1 °C
(range~−1.5 to 2.5 °C). During the late autumn and winter when the
region is ice covered (usually June to November), the temperatures are



Table 2
Characteristics of feeding and breeding biology of key species found in their predominant habitats within the western Antarctic Peninsula and South Georgia ecosystems.

Species Characteristics of diet and breeding

Western Antarctic Peninsula South Georgia

Antarctic krill
Euphausia superba

Require sea ice in winter for larval feeding
Shelf-oceanic connections
High localised retention and recruitment
Influx from areas to west

No local recruitment — influx recruitment
No winter sea ice for larval krill
High temperatures and food
Benthic feeding

Antarctic silverfish
Pleurogramma antarcticum

Found in ice covered regions
Eggs and larvae develop in association with sea ice

Mackerel icefish
Champsocephalus gunnari

Primarily located in island shelf areas
Larvae develop inshore
Are found further south

Myctophid species including
Electrona antarctica

Oceanic species that penetrates onto shelf areas north and south
Abundance higher in northern areas

Gentoo penguin
Pygoscelis papua

Flexible in nesting habitats (tussock and rock/gravel areas) and in breeding timing
Adults may delay breeding if poor conditions and/or re-nest if eggs lost early

Feed on fish and krill
Populations that forage locally and are found in both regions

Chinstrap penguin
Pygoscelis antarcticus

Tendency for breeding on slopes and have flexible breeding timing
Forage locally and are found in both regions, but smaller numbers at South Georgia Widely

dispersed north of sea ice edge in winter
Macaroni penguin
Eudyptes chrysolophus

Nest on scree/cliff areas that are ice free
Cannot use sea ice environments and have
early inflexible breeding period
Mainly krill feeders, but also feed on fish
Are found further south but in small numbers

Adélie penguin
Pygoscelis adeliae

Use pack ice for feeding
Mainly krill feeders, but also fish (silverfish)
Inflexible breeding period

King penguin
Aptenodytes patagonicus

Feeding in areas of Polar Front on fish and
squid and also in SACCF
Uses open beach areas for breeding, often near glaciers

Emperor penguin
Aptenodytes forsteri

Feeding in and around the pack ice edge or in
polynyas on fish (silverfish), squid and krill
depending on proximity to shelf regions
Require fast ice for breeding and consolidated
pack ice for moulting

Antarctic Fur seal
Arctocephalus gazella

Widely dispersed over the area
Need open sheltered ice free beaches for breeding
Cannot deal with consolidated pack ice conditions,
but do disperse to marginal ice zone in winter
Mainly krill feeders but also feed on fish
(icefish and myctophids).
Also occur further south around northern Antarctic Peninsula

Crabeater seal
Lobodon carcinophagus

Ice obligate
Need to feed in pack ice areas and haul out
onto ice for resting and breeding
Feed mainly on krill and fish

Weddell seal
Leptonychotes weddellii

Ice obligate
Need to feed in pack ice areas and haul out
onto ice for resting and breeding
Feed mainly on fish, squid and krill

Southern Elephant seals
Mirounga leonina

Occur in both regions but more in the north at South Georgia
Require open beaches for harems during breeding season.

Feed on fish and squid
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generallyb−1 °C (range~−1.8 to −0.5 °C) (Fig. 3a). At South Georgia
the observed monthly minimummean winter SST is 0.2 °C (September)
and the maximum in summer is 3.5 °C (February) (Fig. 3a). The winter
range of ~2 °C is much larger than at the wAP, but the summer range for
January is similar at over 4 °C.

Sea ice is a major distinguishing feature between the two ecosystems.
At the wAP, sea ice concentration is at a minimum in about March when
the mean ice cover is less than 10% over most of the region, although it
can remain at concentrations of ~25% (Fig. 3b). The sea ice concentration
peaks in September at between ~75 and 100%. Variability in sea ice
concentration is greatest in spring (November to December, range ~90%)
and in autumn (June, range ~90%). The concentration of sea ice can
remain at>90% from June toDecember and canbe almost negligible from
December to June. In contrast to the wAP, South Georgia lies just north of
the extreme limit of the sea ice zone and does not have a seasonal
advance and retreat of sea ice. However, South Georgia is still south of the
Polar Front and is strongly influenced by waters from farther south.

Irradiance levels are also a key driver of the marked seasonal blooms
in Southern Ocean systems and the seasonal irradiance profiles between
the two areas differ. The southern wAP region has ~60 days of 24-hour
daylight and about 48 days of almost no sunlight. At South Georgia the
maximum is ~17 h with a minimum of ~7.5 h. Total annual daylight
hours are similar in both regions (~180–190 days). However, differences
in declination affect penetration of different wavelengths into the water,
and along with differences in cloud cover, affect regional radiation
budgets.

The ACC flows parallel to the shelf break at the wAP, while South
Georgia lies across the flow (Fig. 4). The island is also located further



Fig. 3. Seasonal change in monthly mean (filled circles) and standard error (vertical
lines) for (a) sea-surface temperature (SST) at the wAP (lower curve) and South
Georgia (upper curve) and (b) sea ice concentration (% cover) at the wAP. The monthly
variability in the minimum–maximum range (shaded area) is also shown for SST and
sea ice. The SST and sea ice time series were obtained from a gridded climatology
developed by Reynolds et al. (2002) that is based on satellite and in situ data collected
from November 1981 to April 2011. The wAP region used for the time series extended
from 69.5°W to 72.5°W and 66.5°S to 68.5°S (12 grid cells each month over 29 or
30 years). That for South Georgia extended from 34.5°W to 39.5°W and 52.5°S to 55.5°S
(24 grid cells each month over 29 or 30 years).
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north in the ACC system, being north of the SACCF compared to the
wAP, which is south of the SACCF and SBACC (Figs. 2 and 4). The wAP
shelf area is more extensive (greater than twice the area at depths
b400 m), and is also generally deeper than at South Georgia,mainly as a
result of deep troughs between 500 and 1200 m in depth that connect
inshore to offshore regions. The largest of these, Marguerite Trough,
connects Marguerite Bay to the oceanic waters along the outer shelf.
Several islands occur along the inner shelf of the wAP, which restrict
exchange between nearshore and offshore regions. Throughout the
shelf at South Georgia there are shallow plateaus (minimum depth
about 200–300 m) and deep depressions (~400 m).

Along the wAP and around South Georgia intense ocean–shelf
water interactions occur as the ACC interacts with the shelf regions.
This generates complex cross shelf exchange processes, which are
variable depending on the bathymetry and the flow structure
(Dinniman and Klinck, 2004; Dinniman et al., 2011; Meredith et al.,
2008; Piñones et al., 2011; Young et al., 2011). In both regions
Antarctic Surface Water (AASW), and below it Winter Water (WW),
dominate surface and shelf waters. The most prominent water mass
on the wAP continental shelf derives from UCDW, which covers the
mid-portion of the wAP shelf and extends into the inner shelf in some
areas. The influence of UCDW on wAP ecosystem structure is well
characterised (Fig. 4a; Dinniman and Klinck, 2004; Klinck, 1998;
Klinck et al., 2004; Smith et al., 1999; Smith and Klinck, 2002). CDW
also occurs throughout the ocean around South Georgia. Along the
southwestern shelf of South Georgia in the divergence zone (SGDZ;
Fig. 4 b), where a part of the ACC flows west along the shelf towards
Shag Rocks Passage (with the shelf on the northern side), warmer
more saline waters penetrate onto the shelf (Whitehouse et al.,
2008a). This suggests that South Georgia shelf regions are influenced
by upwelling or shelf flooding of deeper offshelf waters (UCDW) in
regions of complex bathymetric–circulation interaction (Fig. 4b).
However, the influence of this upwelled water on surface production
and shelf waters has not been fully evaluated (Whitehouse et al.,
2008a). In both shelf areas, there are also finer scale interactions of
current flows and bottom topography that can generate small scale
structure (b10 km) and result in retention of biological material
(Beardsley et al., 2004; Klinck et al., 2004; Meredith et al., 2008;
Smith et al., 1999).

2.2.2. Coastal habitats
The coastal regions are crucial habitats formany land-based breeding

predators. Around thewAP the sea ice is amajor habitat for a wide range
of species and the coastal regions of the southern and central wAP are
affected by ice and snow accumulation during spring (Ducklow et al.,
2007). The southern side of SouthGeorgia has extensive high cliff regions
rising steeply to ~1000 m with few embayments that are dominated by
glaciers with little vegetation during summer. The northern coast of
South Georgia consists of widespread embayments with adjacent open
regions of vegetation during summer and extensive and open beaches.
At the extreme western point lies Bird Island with large open beaches
and hillsides, which provide suitable areas for seal haul out and seabird
nesting sites.

2.3. Primary producers and links to secondary producers

Extensive spring and summer phytoplankton blooms in both regions
are dominated by diatoms, but these blooms are variable in timing and
magnitude within and between years (Garibotti et al., 2003; Korb and
Whitehouse, 2004; Korb et al., 2010; Park et al., 2010; Smith et al., 1998;
Whitehouse et al., 1996a, 1996b, 1999, 2000). Ice cover or mixing
associated with storminess and low light levels generate reduced
productivity in both ecosystems during winter, which can last 2–
3 months longer at the wAP than South Georgia (Atkinson et al., 2001;
Stammerjohn et al., 2008a). There is clear seasonal succession in
community assemblages, particularly around the wAP, with shifts from
diatoms to cryptomonads and flagellates during the period of the bloom
(Ducklow et al., 2007; Garibotti et al., 2003; Korb et al., 2010). Within
both regions there is spatial variability, with an onshelf–offshelf gradient
of higher chlorophyll a concentrations in shelf areas apparent at times
around thewAP,while at SouthGeorgia there is amarked east–west split
(Fig. 2; Ducklowet al., 2007; Garibotti et al., 2003; Korb et al., 2004, 2008;
Prézelin et al., 2000, 2004). In the western and northern areas around
South Georgia there are generally higher chlorophyll a concentrations
associatedwith blooms of large diatoms andhigher productivity. In areas
to the east of the island chlorophyll a concentrations are generally lower,
smaller autotrophs tend to dominate, and production is lower (Korb et
al., 2004; 2008). There is also fine scale variation (b10 km) in the
chlorophyll adistribution andproduction in both regions associatedwith
mesoscale features generated by local interactions between the currents
and the bottom topography (Korb and Whitehouse, 2004; Korb et al.,
2008; Prézelin et al., 2000, 2004). Sub-surface chlorophyll maxima also
occur in both areas, and these have been associated with upwelling of
CDW (Korb et al., 2008; Prézelin et al., 2000, 2004; Whitehouse et al.,
2008a). The phytoplankton bloom that extends from South Georgia
downstream to the north and east can last for 4–5 months (Fig. 2; Korb
et al., 2004, 2005, 2008). An equivalent feature is not observed in the
wAP, although there are localised areas of enhanced surface chlorophyll
concentration along portions of the shelf (Fig. 2 and see Fig. 1 in Holm-
Hansen et al., 2004).

image of Fig.�3
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The physical, chemical and biological processes underpinning primary
production are similar in the two ecosystems. In both areas, the oceanic
circulation is in direct contact with the shelf regions facilitating upwelling
and cross shelf exchanges that maintain enhanced macronutrient levels
and affect micronutrient budgets (Prézelin et al., 2004;Whitehouse et al.,
2009). Iron is a critical micronutrient for phytoplankton growth and is
limiting over much of the Southern Ocean (Boyd and Ellwood, 2010).
Natural iron fertilisation occurs in coastal areas around the Antarctic
continent, in seasonally sea ice influenced regions and around island
areas, where it allows the development of large phytoplankton blooms
(Ardelan et al., 2010; Chever et al., 2010; Morris and Sanders, 2011). This
injection of iron into surface waters can result from oceanic processes
(e.g. deep water upwelling or shelf flooding), ocean–sediment interac-
tions, sea ice melting, and iceshelf or glacial melt water input. This
increase in iron concentrations generates iron-replete conditions that
favour the growth of large silicified diatoms (Prézelin et al., 2000, 2004;
Fig. 4. Schematic illustration of (a) the main surface (green lines) and deep water (red line
(2007) using Moffat et al. (2008)) and (b) the surface (green lines, ~b100 m) and deep curr
exchange. The position of the major ice shelves along the western Antarctic Peninsula is sho
Antarctic Peninsula Coastal Current, ACC—Antarctic Circumpolar Current.
Whitehouse et al., 2008a). Natural iron fertilisation is awell characterised
feature of the South Georgia ecosystem and is probably also important in
the development of blooms at the wAP, but the evidence for this is less
direct and extensive (Ardelan et al., 2010; Prézelin et al., 2004). In both
regions light,mixed layer depth and temperature can be locally important
but are not primary limiting factors for summer primary production
(Prézelin et al., 2004; Smith et al., 1998; Whitehouse et al., 2009).
Although the mechanisms involved are not fully understood, the
biogeochemical conditions in both regions favour the development of
large and extended blooms of large species of diatoms (Atkinson et al.,
2001; Ducklow et al., 2007; Korb et al., 2010).

Overall there appears to be little difference in daily rates of
productivity, although there is spatial variability in these rates in both
areas at scales of b10 km to regional scales. This variability in primary
production results from interactions between physical (e.g. local
circulation features, upwelling) and chemical factors (e.g. nitrate,
s) current flows along the western Antarctic Peninsula (adapted from Beardsley et al.
ent (red lines, >200 m) flows around South Georgia highlighting regions of cross shelf
wn (light grey shading) and abbreviations are: CDW—Circumpolar Deep Water, APCC—
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ammonium and iron), and generates spatial and temporal shifts in
microplankton community composition and dynamics (Atkinson and
Whitehouse, 2000, 2001; Korb et al., 2008, 2010; Prézelin et al., 2004;
Smith et al., 1998; Whitehouse et al., 2009). For example, macronu-
trient concentrations are generally high around South Georgia, but at
times concentrations of silicic acid (Si(OH)4) can be at limiting levels
in bloom areas to the west (Korb et al., 2008). The effects of this
macronutrient limitation are also modified by variation in the
concentrations of iron (Korb et al., 2008). Such interactive effects
also involve food web interactions, and a range of studies have noted
the spatial and temporal variability of plankton dynamics around
South Georgia (Atkinson et al., 2001; Murphy et al., 2007b; Shreeve et
al., 2005; Whitehouse et al., 2009). In both areas significant microbial
activity occurs during winter associated with benthic communities,
while in thewAP region there is alsomicrobial activity and production
associated with the sea ice. Both the benthic and ice associated
microbial systems provide alternative energy sources to intermediate
trophic level species (zooplankton) during periods of low pelagic
primary production.

2.4. Secondary producers: zooplankton and krill

Copepods are the main consumers of primary production around
South Georgia (Shreeve et al., 2005). However, in areas of high krill
abundance, grazing by krill can dominate the zooplankton community
demand for food and can therefore consume a significant proportion
of the primary production, especially in areas of low production
(Whitehouse et al., 2009, 2011). The impacts on the plankton dynamics
and biogeochemical cycles of such food web interactions go beyond the
top–down grazing impacts that can limit the development of phyto-
plankton blooms, and include more direct effects on biogeochemical
cycles. For example, in the western regions of the South Georgia shelf,
there is a dominance of nitrate usage in iron-replete areas, whereas
recycled nitrogen (NH4) is more important in the east where iron levels
are low. The ammonia generated by zooplankton excretion, probably
mainly by krill which can graze on phytoplankton, can fertilise the
region promoting enhanced production rates (Atkinson andWhitehouse,
2000, 2001; Whitehouse et al., 2009, 2011). It has also been suggested
that krill have a role in controlling production in these areas by recycling
iron within the upper ocean, and by transferring iron into surface waters
by benthic feeding (Schmidt et al., 2011). These complex foodweb effects
have only recently begun to be quantified, but such dynamic top–down
impacts by mid-trophic level species on biogeochemical processes will
also occur along thewAP region,where the krill are abundant and there is
significant variation and spatial transfers. Other benthic–pelagic in-
teractions also occur in these neritic systems through epibenthic and
semi-demersal plankton and fish species moving into pelagic systems
and zooplankton and pelagic species consuming benthic production
(Ducklow et al., 2007; Murphy et al., 2007b).

A major determinant of zooplankton community structure across
the wAP/Scotia Sea region is the seasonality and its consequent
impacts on the phenological development of different species (Ward
et al., 2004, 2006). In areas further south, primary and secondary
production occurs later resulting in the later development of particular
species, and hence later peaks in their abundance. Throughout the region
the oceanic zooplankton community structure is generally similar in
terms of the species composition, but varies in the relative abundance
and development state of different species (Ward et al., 2004, 2006,
2008). In both areas, there are more neritic species in shelf areas, but the
same species are also found in offshore regions in lower numbers
(Ashjian et al., 2008; Atkinson et al., 2001; Parker et al., 2011; Ross et al.,
2008;Ward et al., 2004, 2007, 2008). The exceptions to this are themore
ice associated species, such as ice krill, Euphausia crystallorophias (Parker
et al., 2011; Ross et al., 2008), found in the southern wAP.

The zooplankton community assemblages also vary within the
regions. Antarctic krill tends to be the primary member of the
zooplankton assemblage, but salps (Salpa thompsoni) can be more
prevalent in the northern regions of the wAP and copepods dominate
in the western regions around South Georgia (Ashjian et al., 2008;
Atkinson et al., 2001; Parker et al., 2011; Ross et al., 2008; Ward et al.,
2004, 2005, 2007, 2008). Copepod production at South Georgia can be
high relative to krill production, and involves a range of oceanic and
neritic species (Shreeve et al., 2005). The importance of other zooplank-
ton is highly variable within and between regions, and includes other
species of euphausid, amphipods (Themisto gaudichaudi), ctenophores
(Callianira antarctica), salps (S. thompsoni), mysids (Antarctomysis ohlinii)
and pteropods (Limicina helicina) (Atkinson et al., 2001; Lancraft et al.,
2004; Pakhomov and Perissinotto, 1996; Parker et al., 2011; Scolardi et al.,
2006). These variations in zooplankton community structure are
associatedwith differences in patterns of production, sea ice conditions,
temperature and advection and influx, highlighting the spatially and
temporally variable nature of the secondary production in both areas.
Advective transport of zooplankton occurs into both regions from areas
farther west and south, but this also varies between years, with
variation in sea ice and ocean circulation conditions, which influence
zooplankton development and dispersal (Marrari et al., 2008; Murphy
et al., 1995, 1998, 2004, 2007a, 2007b; Piñones et al., 2011; Ward et al.,
2002).

As a result of its abundance and size, Antarctic krill is the central
species in the food webs in these two ecosystems. Along the wAP shelf,
including Marguerite Bay, and adjacent off shelf regions, are areas
where the krill can complete their life-cycle, with subsequent local
spawning, recruitment, growth and maturation indicating a self
sustaining krill population (Fraser and Hofmann, 2003; Hofmann and
Husrevoglu, 2003; Piñones, 2011; Piñones et al., 2011). However, the
degree to which the wAP krill population is supported by local versus
remote input varies with time and with location along and across the
continental shelf (Daly, 2004; Piñones, 2011; Piñones et al., 2011;
Wiebe et al., 2011). The net result is that the populations along the
Peninsula are connected to upstream regions in the Amundsen and
Bellingshausen Seas, and coastal circulation patterns also connect the
wAP to the Weddell Sea, generating complex and variable population
mixing over a large area. This connected andmixed population provides
the basis for the regional spawning and recruitment in the southern
Scotia Sea that is dispersed northwards, connecting across the Scotia
Sea to South Georgia (Fach et al., 2002, 2006; Murphy et al., 2007a,
2007b). This dispersal process involves overwintering of juveniles and
adults in ice covered areas that further enhances mixing and affects
dispersal routes (Fach et al., 2006; Murphy et al., 2007a, 2007b; Thorpe
et al., 2007). The patterns of seasonal on–offshelf movement associated
with krill maturation and spawning (Siegel, 1988; 2005) provide the
basis for additional variability in the transport pathways for return of
larvae and juveniles to the wAP shelf, and for export to downstream
regions (Piñones, 2011; Piñones et al., 2011).

In contrast, the krill population at South Georgia is not thought to
be self sustaining, as recruitment of larvae and the youngest age
groups do not appear to occur on the shelf (Tarling et al., 2007).
There is recruitment of larger individuals (generally >35 mm,
although on occasion 20–25 mm animals dominate length frequen-
cies) into the population, but it is unclear if this reflects a localised
shelf based population or the wider Scotia Sea population structure
(Murphy et al., 2007b). There is retention on the shelf, and the krill
are moved north around the eastern end of the island in the
direction of the general shelf flows. This produces enhanced
concentrations in areas associated with shallow banks on the north
coast, where much of the krill fishery has historically occurred
(Murphy et al., 2007b). The general flow tends to move these krill
into the most western areas close to Bird Island, where they are
exploited by large numbers of predators that target these enhanced
prey concentrations during summer (Murphy et al., 2007b). The krill
population around South Georgia and the northern Scotia Sea is,
therefore, part of the larger population that occurs across the
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southern Scotia Sea and around the Antarctic Peninsula (Murphy et
al., 2007a, 2007b).

Overwintering of krill across such a range of habitats is critical to
their role in regional food webs. Sea ice is a vital habitat for
overwintering of larval krill, where they have access to microbial
production during periods when the water column is mixed to depths
of greater than 100 m and plankton concentrations are very low.
However, winter observations from the Marguerite Bay region of the
wAP shelf showed that larval and adult krill are not always found in
the upper water column, but can be distributed throughout the water
column and aggregate in deeper areas below 100 m (Lawson et al.,
2008a; Wiebe et al., 2011). As noted above, recent observations have
emphasised the importance of benthic feeding of krill (Schmidt et al.,
2011), and suggests that the sea-bed is also a key overwintering
habitat in both ecosystems. Benthic feeding is probably a similar
process to feeding on the undersurface of ice, acting as another
substrate interaction for krill. The ability of krill to exploit sea ice or
benthic habitats as alternative areas of food availability highlights the
importance of vertical migrations in maintaining the food web.

The large scale over which the dynamics of krill populations
operate mean they connect food webs, linking areas of production
and recruitment in the south around the Antarctic Peninsula,
southern Scotia Sea and northern Weddell Sea with areas further
north across the Scotia Sea, where they are prey for higher predators
(Murphy et al., 2004, 2007a, 2007b). However, krill also affect the
structure and function of the whole food web. For example, the
occurrence of krill at high densities in cooler eastern waters at South
Georgia, where production is reduced, appears to uncouple the krill from
the high-production (probably high-iron), large-diatom, dominated
ecosystem in which they are produced. This disconnect results from
the advective transport of krill generating connected food webs, rather
than indicating a distinctly different food web structure. The local food
web in the eastern areas of South Georgia is probably not self supporting,
but is dynamically maintained through advection, dispersal and vertical
biological interactions with benthic and mesopelagic groups. In these
areas, krill can reduce phytoplankton concentrations, as well as out-
compete and even suppress copepod concentrations through predation
(Whitehouse et al., 2009). In the west, the planktonic community is
generally dominated by copepods, possibly through rapid early seasonal
population development in the comparatively warmer conditions
(Shreeve et al., 2005). As noted above, krill are moved into these
western areas through thewestward circulation along the north coast on
the shelf and in off shelf areas (Fig. 4b). However, the oceanography and
circulation patterns around South Georgia are highly variable within and
between years, generating very different interannual retention and
dispersal dynamics, and hence food web structures.

Krill is, therefore, a key species in both of these regional ecosystems,
and central to the main energy flow pathways and spatial connections
(Murphy et al., 2007b). However, their role appears to gomuch further as
major “ecosystem engineers” (Jordan, 2009), where feedback processes
of grazing, predation and excretion can generate major changes in
ecosystem structure and function. In consumingphytoplankton and other
zooplankton, krill change the plankton dynamics, but they also provide
recycled nitrogen and possibly iron (Schmidt et al., 2011) and
consequently they can enhance local productivity, and affect regional
biogeochemical cycles and carbon budgets. The patchiness in these
interactions generates a dynamic mosaic of production and consumption
that can affect overall production. The presence or absence of krill
therefore reflects major structural changes associated with their role as
grazers and predators in the system (Whitehouse et al., 2011).

A range of energy pathways, involving zooplankton species other
than krill, maintain the overall ecosystem structure through seasonal
and interannual variations at South Georgia and thewAP. These include
various copepod, euphausid and amphipod species. For example,
around South Georgia, the amphipod, T. gaudichaudi, consumes other
species including notably the pteropod L. helicina, and can dominate the
diet of pelagic and land-based predators during years of low krill
abundance. T. gaudichaudi does occur around the wAP, but is less
abundant than at South Georgia, perhaps indicating that it is not a viable
alternative prey in the absence of krill in the wAP. These alternative
pathways are poorly quantified because of the lack of general ecological
knowledge of the role of many species (e.g. carnivorous zooplankton),
which are present and consumed by a range of predators in both
ecosystems (Lancraft et al., 2004;Ward et al., 2008). Along the northern
wAP more oceanic waters influence the shelf areas and salps can
dominate the zooplankton community when krill are largely absent
(Loeb et al., 1997). This contrasts with the South Georgia ecosystem,
where although salps do occur, copepods dominate the plankton
community in years when krill are largely absent (Shreeve et al., 2002,
2005).

2.5. Tertiary producers: nekton and higher predators

Fish and cephalopods occur in both regions, but the species and the
ecological niches they occupy change between the two areas (Collins and
Rodhouse, 2006; Donnelly and Torres, 2008; Kock et al., 1994;
Piatkowski et al., 1994). For example, semi-demersal species dominate
the shelf fish communities at South Georgia and pelagic fish species are
absent. Representative species include the mackerel icefish (Champso-
cephalus gunnari) and various notothenoid species, and Patagonian
toothfish (Dissostichus eleginoides) occur in deeper regions. Farther south
around the wAP region, in coastal areas where sea ice occurs, the
notothenoid Antarctic silverfish (Pleuragramma antarcticum), which is a
primarily a pelagic species, dominates (Cullins et al., 2011). The life cycle
of silverfish is closely linked to the sea ice, as it uses platelet ice as a
brooding site for it eggs (Hubold, 1985; Kellerman, 1986). P. antarcticum
also has antifreeze proteins in its body fluids, thus giving the silverfish a
competitive advantage in ice covered regions (Cullins et al., 2011). The
importance of the oceanic mesopelagic fish species, and especially
myctophids, in both oceanic and neritic areas of these ecosystems,
where they are major opportunistic feeders on mesozooplankton, has
been known for some time (Ainley et al., 1992; Hopkins, 1985;
Pakhomov et al., 1996; Smith et al., 2007). Only recently, however,
has amore quantitative understanding of their role in these ecosystems
begun to develop (Collins et al., 2008; Shreeve et al., 2009).

Of particular importance in these foodwebs is themyctophid species
Electrona antarctica, which is the dominant fish of the circumpolar
pelagic region of the Southern Ocean and the southernmost of the
Myctophidae (Greely et al., 1999). E. antarctica, and also E. carlsbergi and
Protomyctotphum choriodon are important species around SouthGeorgia,
but it is E. antarctica that is the main prey item of some of the major air-
breathing predators in both areas (Collins et al., 2008; Waluda et al.,
2010). In addition, a number of other myctophid species are present
around South Georgia, where they are both predators of zooplankton
and prey in the diet of a range of higher predators (Olsson and North,
1997; Reid et al., 1997a; Shreeve et al., 2009; Waluda et al., 2010).
Observations indicate that E. antarctica is increasing in abundance and
becoming more important in foodwebs in areas of the northern wAP,
where P. antarcticum is decreasing in abundance as the ice retreats
(Ducklow et al., 2007). Although E. antarctica and P. antarcticum have
very different life cycles they have a similar diet, consuming copepods
during early stages of their life cycle, and krill as they get bigger, (Cullins
et al., 2011). E. antarctica lives for 4 years and only reproduces during the
last year, while P. antarcticum can live for 21 years and matures at about
9 years (Cullins et al., 2011). E. antarctica is a more oceanic species, and
its influence in shelf systems is limited by their pattern of diurnal
migration to deeperwaters, which is possible in only small regions of the
shelf areas (Loots et al., 2007). The changing distributions and relative
dominance of these two species in nektonic communities along the wAP
are, therefore, the result of different evolved adaptations and life history
constraints that produce different responses to the changing physical
environments.
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The major groups of higher predators that feed on the zooplank-
ton and nekton are generally the same in the wAP and South Georgia
regions, with representatives of seals, penguins, flying seabirds and
whales. However, the species and their abundances vary between the
two areas as a result of differences in their evolved adaptations and
life-history traits, and the habitats. Some of these species feed mainly
on zooplankton, or a combination of zooplankton or fish, while the
highest predators (e.g. leopard seals and killer whales) target penguins
or seals. There are very large concentrated colonies of seals and flying
seabirds at South Georgia, whereas along the wAP, although the
penguins are concentrated, the seals and seabirds are generally more
dispersed on the ice. At SouthGeorgia,macaroni (Eudyptes chrysolophus)
and gentoo (Pygoscelis papua) are the primary penguin species, both of
which aremainly krill eaters that also consume fish (Waluda et al., 2010;
Williams, 1995). Macaroni penguins breed in habitats north of the pack
ice area, on rock slopes and on open rock on level ground in areas with
little vegetation (Williams, 1995). Farther south, in the wAP area, the
dominant Adélie penguins (P. adeliae) depend mainly on Antarctic krill,
but can also exploit other prey such as Antarctic silverfish (Ducklow et
al., 2007). Adélie penguins breed on rocky areas with cold dry conditions
within the pack ice influenced zone (Ducklow et al., 2007; Fraser and
Trivelpiece, 1996; Williams, 1995). The gentoo and chinstrap penguins
(P. antarcticus) occur in both the openwater areas around South Georgia
and the more ice influenced regions of the northern and central wAP.

The differential affinity of evolved life-histories of species of pinnipeds
and cetaceans with sea ice has been previously highlighted (Costa and
Crocker, 1996; Ducklow et al., 2007). For example, Antarctic fur seals
(Arctocephalus gazella) at South Georgia tend to utilise open ice-free
beach areas to establish territories and gather harems, and these need to
be relatively sheltered. They also forage and over-winter in open water
and the marginal ice zone, and are not found in dense areas of pack. The
ice-obligate seal species, the crabeater (Lobodon carcinophagus) and
Weddell seals (Leptonychotes weddellii), are most numerous in ice
covered areas and use the sea ice as a major habitat (Ducklow et al.,
2007). These species need sea ice to occur during summer over shelf areas
to allow them to haul out, rest and reproduce and for access to prey items
at high densities in these areas (see Ducklow et al., 2007 and references
therein).

There is a high degree of spatial, temporal and niche separation in
breeding, foraging and feeding ecology of the seabird and marine
mammals of the Southern Ocean that has been demonstrated in
studies of the South Georgia ecosystem (Barlow et al., 2002; Boyd,
2002; Croxall et al., 1997; Gonzalez-Solis et al., 2000; Phillips et al.,
2005, 2007b; Xavier et al., 2003). Knowledge of the impact of the very
large populations of many species of flying seabirds (e.g. petrels) in
the food webs remains limited, but they consume large numbers of
copepods and other non-krill components of the plankton (e.g. Reid
et al., 1997a, 1997b; Shreeve et al., 2005). There is also marked
seasonality in the demand for prey as many of the predators leave the
region during winter, dispersing across the Scotia Sea, into the
seasonal pack ice zone or northwards across the Polar Front into areas
near the Patagonian Shelf (e.g. fur seals) or around South Africa (Boyd
et al., 1998; Croxall and Wood, 2002; Phillips et al., 2007a, 2007b,
2009). The resultant niche separation that these various foraging and
breeding strategies represent is an important feature of both ecosystems,
and generates differential species responses to food and environmental
variability.

2.6. Spatial variability and connectivity

The wAP region has shelf and bay areas, such as Marguerite Bay,
which have high retention as well as exchanges that are driven by the
cross-shelf circulation processes (Piñones et al., 2011). Inflows from
the Bellingshausen and Amundsen Sea areas occur, as does export
from the wAP to the north, but these primarily affect the mid and
outer shelves (Piñones, 2011). The inner shelf region tends to be
more retentive, except for those areas that are connected via troughs
or other topographic depressions to the mid and outer shelf regions
(Piñones, 2011). As a result, the production and consumption of
organic carbon would be expected to vary across the wAP shelf.

Around South Georgia the system is more open, with the regional
production dynamics more directly associated with flow of the ACC,
which brings secondary production into the region, enhancing the
capacity of the local food web to maintain higher trophic level species.
The areas of enhanced retention in shelf and bay areas around South
Georgia are less extensive compared to the wAP region. Many of the
higher trophic level species at South Georgia forage over large distances,
bringing back prey to feed young. The local system is, therefore,
maintained by a combination of local and externally generated
production (autochthonous and allochthonous) and local and externally
dispersed consumption (Murphy et al., 2007b). Although the same
occurs along the wAP, the importance of externally generated produc-
tion is probably lower than around South Georgia (see Piñones et al.,
2011). Within both regions there are also hotspots of predator foraging
that are associated with local oceanographic and topographic conditions
(Harrison et al., 1991; Hunt et al., 1992; Goss et al., 1997; Costa et al.,
2007;), which will also be regions of high plankton production or
aggregation (e.g. Piñones et al., 2011). The interactions emphasise that
the spatial variability that exists within both of these ecosystems results
from a range of physical and biological interactions at different scales.

The northeasterly to easterly flowing ACC provides connectivity
between the wAP and South Georgia, and also makes these systems
open and dependent on both local and larger-scale processes. In
addition to the ocean circulation, other physical processes operating
over larger scales (e.g. sea ice drift and atmospheric circulation) also
affect regional habitat structure and properties (e.g. thermohaline, ice
and nutrient properties). There are also biological processes (e.g.
movement and migration) that operate over large scales (i.e. greater
than the regional 100 s km scale) that also affect regional scale
biological processes (Fach et al., 2006; Murphy et al., 2004, 2007b;
Thorpe et al., 2004, 2007). These processes result in high levels of
openness of the regional ecosystems with significant physical and
biological exchanges across regional boundaries (Fach et al., 2006;
Hofmann and Murphy, 2004; Hofmann et al., 1998; Murphy et al.,
1998, 2004, 2007a, 2007b). The ecosystems of the wAP, Scotia Sea and
South Georgia are, therefore, connected at different scales and trophic
levels, and are not isolated homogeneous ecological systems.

3. Generic representation of wAP and South Georgia food web
structure

The more sub-Antarctic (South Georgia) and maritime to high
Antarctic (wAP) environments have winter and summer seasons with
different durations and characteristics. Although the overall seasonal
phytoplankton production in the central areas of the two regions is
similar, the production farther south is concentrated into a shorter
period, which constrains the range of life-history strategies that will
allow survival in the wAP (Table 2). Organisms in the wAP region are
adapted for lower temperatures and sea ice cover, and also for more
extended periods of low food availability (Clarke et al., 2007). Across
a wide range of key species, operating at different trophic levels, the
evolved species adaptations and life-history traits (Table 2) are
crucial in determining their distribution and abundance, and also
their relative success compared to similar competing species in these
ecosystems (see Section 2). These life-history traits provide funda-
mental advantages and constraints on the capacity of particular
species to exist and compete in particular habitats around the wAP
and South Georgia. These advantages and constraints, and the niche
separation they produce, are, therefore, crucial in determining the
major components that compose the regional food webs. However,
although many of the species differ between the two food webs, the
biogeochemical conditions and the connectivity between the ecosystems



Fig. 5. Generic model of Southern Ocean food web structure applied to (a) the western Antarctic Peninsula and (b) South Georgia. This view of the food web is based mainly on
knowledge of the summer food web operation and identifies the major known flows based on published assessments noted in the text. The generic food web includes a microbial
group, with small and large autotrophs, an ice microbial component, a benthic component, zooplankton groups consisting of small herbivorous or omnivorous mesozooplankton
and a group of larger both omnivorous and carnivorous macrozooplankton, a nektonic/semi-demersal predatory group involving fish and squid and a higher predator group that
distinguishes different congener guilds, and finally the top predators. The main Antarctic krill trophic pathways (red arrows) and non-krill pathways involving the large autotrophs
(yellow arrows) are shown. The main non-krill links associated flows from other components of the microbial system or larger planktonic systems (dark blue arrows) are indicated.
Secondary and tertiary connections (green arrows) occur for the krill and non-krill pathways and benthic–pelagic/larger organism connections (lighter blue arrows) provide inputs
to both. The influx of krill in current systems is indicated by the red dashed line. (Ele. seal = Elephant seal). Particularly important individual species at the wAP and noted
separately are: Electrona = E. antarctica in the mesopelagic fish group; Pleurogramma = P. antarticum in the pelagic fish group; Crystal krill = Euphausia crystallorophias in the
euphausid group. At South Georgia Electrona is noted as a particularly important individual species in the mesopelagic fish group.
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mitigates the major physical differences and suggests an underlying
similarity in the structure and function of the wAP and South Georgia
ecosystems.

To examine this suggestion, we develop qualitative model descrip-
tions of the general (mean) foodweb structure for both areas that focuses
on identification of major components, their links and the overall
structure. Themajor species groupings of zooplankton, nekton and higher
predators present in both ecosystems are similar (Section 2). Thus it is
possible to identify a minimum set of categories of aggregated species/
groups that can provide a consistent characterisation of the food webs,
even if the exact species differ. The generic view of the foodweb structure
for the two systems (Fig. 5) links a functional view of the lower trophic
level plankton system with a congener-guild view of the higher trophic
level community structure (Allen and Fulton, 2010; Hofmann, 2010). This
model structure encompasses the main species found in the wAP and
South Georgia ecosystems. Because of the importance of Antarctic krill as
a single species in these ecosystems, it is included as an explicit separate
element of the food web model. The higher trophic level groups include
guilds of different predator congener species or types rather than distinct
functional groups. For example, penguins or seals can both bemainly krill
predators, but are distinguished by different life histories and foraging
strategies. The benthic component includes the microbial and inverte-
brate communities. The structure of the model represents the major
pathways of interaction that exist in both systems, but does not assume
that all pathways are significant in both areas. The relative significance
of the pathways will emerge from detailed quantification of the
interactions and energy flows (e.g. Ballerini et al., submitted for
publication; Hill et al., 2012).

Across the lower trophic levels, the wAP and South Georgia systems
are generally similar in structure and operation (Fig. 5). In both areas,
biogeochemical conditions allow large diatoms to dominate themicrobial
components of the summer ecosystem, although there are also areas and
times where the smaller autotrophs and more complex interactions
within the microbial community dominate the production dynamics. In
both areas, there are interactionswith the benthic ecosystems, but the ice
cover in thewAP provides a further component of the ecosystem through
muchof the year that is not present at SouthGeorgia. The benthic and ice-
associated ecosystem elements providemechanisms for production to be
generated or stored. This energy is then available to intermediate trophic
level groups of macrozooplankton and nektonic/demersal species of fish
and squid during periods when there is little water column production,
and when there are few smaller prey items available in the upper mixed
layers. In both areas, krill are a major link in the transfer of energy from
small to large predators (Fig. 5). However, at South Georgia, the influx of
krill probably represents a more significant input of production into the
regional ecosystem from outside that will have a strong seasonal signal
and showsmoremarked interannual variability (Murphy et al., 2007a). At
the wAP, the larval and juvenile krill will also be important in the food
web, although there will be offshelf/onshelf differences in timing and
hence interaction dynamics.

Differences in adaptations and hence life history traits (Table 2)
result in dominance of different species within groups that occupy
similar niches. For example, in the wAP zooplankton assemblage, ice
krill/Antarctic krill/copepods/salps dominate, while Antarctic krill/
copepods/amphipods dominate at South Georgia (Fig. 5). In the fish
community, the silverfish (P. antarcticum) and E. antarctica are
important in the wAP system, while at South Georgia it is C. gunnari,
notothenoids and the myctophids (especially E. antarctica and P.
choriodon). For the higher predators (air breathing and land breeding)
the presence or absence of ice and snow, and associated processes, is the
major factor that determines the species composition of the seals,
penguins and other seabirds (Fig. 5 and Table 2). However, a range
species are highly mobile and can occur in both regions and are not
restricted by the particular regional conditions. This is especially true of
some the higher predators, including elephant seals, albatrosses, killer
whales and leopard seals.
Energy flow pathways involving krill are important in both
ecosystems in maintaining the high densities of the air-breathing
predators. At South Georgia, copepods and other zooplankton can be
at times the dominant consumers of primary production and the
major determinants of its fate (Shreeve et al., 2005). At the wAP, the
role of other zooplankton in the food web is less well understood,
although the copepods and carnivorous zooplankton are abundant in
the planktonic community (Ashjian et al., 2008). Krill are consumed by
fish and squid, but estimates of stock sizes and consumption rates are
highly uncertain, making it difficult to fully assess their importance in
maintaining overall food web structure. These pathways are not as
efficient in transferring energy to the highest trophic levels as those
involving krill directly, but they are particularly crucial when krill are
absent (Murphy et al., 2007a). For example, focusing on the trophic
links of fur seals and macaroni penguins around South Georgia, when
krill are abundant (Fig. 6a) and when they are not abundant (Fig. 6b, c)
shows that the pathways are complex and interconnected. When few
krill are available to fur seals during the breeding period they consume
more fish, particularly the notothenid, Lepidonotothen larseni, and the
myctophid, P. choriodon (Waluda et al., 2010; Fig. 6b). These in turn
consume the smaller euphausid species and copepods, but also the
carnivorous amphipod T. gaudichaudi. In contrast themacaroni penguins
feedmore directly on the euphausids and amphipods, but also takemore
of the myctophid, E. antarctica, which also feeds predominantly on the
other euphausids and amphipods (Fig. 6c). This highlights the different
responses to change by the different krill predators and the different
capacities and strategies for coping with reduced krill availability
(Waluda et al., 2010).

In both systems there are a number of key species/groups in the
plankton and nekton that characterise the alternative pathways of
energy flow to higher trophic levels. In the southern ice covered shelf
areas these include the ice krill (E. crystallorophias) and the silverfish
(P. antarcticum); in the more seasonally ice-open water regions of the
ACC, Antarctic krill and myctophids are characteristic components. In
the northern open waters outside the sea ice influenced zone, the
planktonic systems are characterised by copepods and mesopelagic
fish in general (including a range of myctophid species). Each of these
key species/groups is associated with particular habitats, but also with
different primary production regimes and higher predator species. We
suggest that these species/groups can be considered as indicators of
ecosystem structure, because shifts in their dominance reflect major
structural and functional changes.

Current views of these ecosystems are based mainly on analyses of
summer observations. Neither the winter ecosystem dynamics nor
the transitional spring and autumn dynamics are well understood or
quantified, although it is clear that there are seasonal shifts in the
dominance of the different pathways of energy flow and that similar
processes will apply at South Georgia and along the wAP (Murphy et
al., 2007b). However, significant latitudinal differences between the
regions in seasonal dynamics (e.g. light) and sea ice presence (which
affects production), mean that krill-alternative pathways involving
species associated with the sea ice and benthic systems will be more
favoured in the wAP ecosystem than at South Georgia. Instantaneous
views of food web structure can also be misleading. The capacity of
the species present to store energy and/or reduce metabolic rates
(e.g. through diapause) during periods of low temperatures and low
food availability mean that the structure of the food web at any
particular time is dependent on both current and historical dynamics.
In addition, many of the predator species present in the wAP food
web either migrate from the region during winter or disperse with
the autumn sea ice advance, moving farther north into areas where
more daylight occurs and alternative food resources are available (e.g.
through krill under ice or by access into shelf areas and the benthos in
areas in the marginal ice zone). There are also strong seasonal spatial
interactions; for example, the advance of sea ice across the Scotia Sea
during winter allows predators from South Georgia to occupy an ice
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habitat to the south of the island while, during summer, as the ice
retreats, predators such as elephant seals travel to the wAP region to
forage on fish and squid.

The above analyses indicate that the general food web structure of
the wAP and South Georgia ecosystems is remarkably similar and can
be represented with a generic view of the food web structure based on
aggregated functional or congener groups. These food webs represent
an integration of the spatial and temporal variability that occurs at
different scales. The interannual variability and decadal and longer term
changes are a fundamental aspect of the Southern Ocean with which
the biological components interact and from which the food web
structure emerges. To understand the controls on food web structure
therefore requires quantification of not just the integrated trophic
flows, but also the variability in food web operation.
Fig. 6. Schematic of themajor linkages in the South Georgia foodweb that support Antarctic fur
pathways to Antarctic fur seals and (c) non-krill pathways to macaroni penguins (see text for
4. Ecosystem structure and function: affects of variability and
change

The wAP and South Georgia regions both experience marked
interannual and sub-decadal variation associated with Southern
Hemisphere scale processes such as the El Niño-Southern Oscillation
(ENSO) and the changing strength of the westerly winds as indicated
by the Southern Annular Mode (SAM) (Loeb et al., 2009; Meredith et
al., 2004, 2005, 2008; Murphy et al., 2007a; Quetin et al., 2007; Smith
and Stammerjohn, 2001; Stammerjohn et al., 2008a, 2008b; Trathan
and Murphy, 2002). The underlying physical and oceanic processes
involved in generating these variations also show marked decadal
changes (Meredith et al., 2008; Quetin et al., 2007; Stammerjohn et
al., 2008a, 2008b). These atmospheric changes have major impacts on
seals andmacaroni penguins showing themain: (a) Antarctic krill pathways, (b) non-krill
details and references).

image of Fig.�6


35E.J. Murphy et al. / Journal of Marine Systems 109–110 (2013) 22–42
regional oceanic and sea ice processes, making interannual and decadal
variations fundamental features of both ecosystems. However, the nature
of the physical connections in the two areas is different, generating
different responses to particular events.

Although the exact form of the physical variation differs between
the two areas, the resident species have life history strategies to cope
with the natural range of variation experienced (Forcada et al., 2008).
For many species, extended life spans allow them to cope with
periods of poor breeding success as long as there are not too many
poor years before a strong cohort is generated (Fraser and Hofmann,
2003). For example, krill populations at the wAP and around South
Georgia are maintained by strong recruitment events every few years
(Murphy et al., 2007a, 2007b). The strength of recruitment into the
local populations has been linked to regional oceanic and sea-ice
conditions in both areas and results in changes in abundance and
biomass of the krill (Murphy et al., 2007b; Quetin et al., 2007; Reid et
al., 2010; Saunders et al., 2007). At South Georgia, changes in the
overall zooplankton community structure occur in association with
these changes in krill biomass and result in copepods dominating
when conditions are warmer and krill when cooler (Atkinson et al.,
2001; Shreeve et al., 2002, 2005; Ward et al., 2008). This fluctuating
availability of krill and resultant changes in zooplankton community
structure, result in shifts between years in the dietary composition of
predators, such as fur seals, macaroni and gentoo penguins and black
browed and grey headed albatrosses (Croxall et al., 1988; Forcada et
al., 2005, 2008; Murphy et al., 1998, 2007b; Reid et al., 2007; Trathan
et al., 2003, 2006, 2007). The strong environmental control of krill
abundance at SouthGeorgia (Murphy et al., 2007a)means that significant
environment-predator performance (foraging and breeding) relation-
ships emerge, with foraging and performance reduced inwarmer periods
when krill abundance is lower (Forcada et al., 2005, 2006, 2008; Trathan
et al., 2006). The variability of krill abundance, biomass and availability to
predators is greater at South Georgia than the wAP, generating greater
changes in food web structure between years. This reflects the more
variable underlying dynamics of the krill population at SouthGeorgia, and
its greater dependence on external recruitment than the population in the
wAP region.

Both the wAP and South Georgia are regions where major physical
changes have occurred over the last 50 years, and biological changes
have been recorded across a range of trophic levels. There has been
warming and reduction in sea ice along the wAP, which has modified
freshwater input from ice melt and resulted in longer periods of open
water. The corresponding strengthening of the winds has enhanced
vertical mixing resulting in apparent reduction in water column stability
(Montes-Hugo et al., 2009). In these areas the phytoplankton community
composition appears to be shifting from dominance by diatoms to that of
smaller autotrophs. At the same time there are suggestions that there is
an along-shelf gradient in changes to the food web with salps occurring
more frequently in the northern areas and displacing Antarctic krill
(Ducklow et al., 2007). In areas where ice concentration has reduced, the
more ice-dependent E. crystallorophias is being replaced by E. superba and
P. antarcticum is being replaced by the oceanic mesopelagic fish species E.
antarctica (Ducklow et al., 2007).

The penguin populations of the wAP have shown a clear change in
community composition over the past three decades, with the ice-
dependent Adélie numbers declining, while the more ice-intolerant
gentoo (P. papua) numbers are reported to have increased (Ducklow et
al., 2007), and chinstrap penguin (P. antarcticus) numbers are showing
increases and decreases in different colonies (Croxall et al., 2002;
Ducklow et al., 2007; Forcada and Trathan, 2009; Trivelpiece et al.,
2011). These changes have been attributed to reduced winter sea ice
concentrations (Ducklow et al., 2007; Fraser et al., 1992), increased
snow precipitation (Thompson et al., 1994), which accumulates in the
area of the breeding colonies (Chapman et al., 2011; Fraser and
Patterson, 1997; Patterson et al., 2003) and changes in the abundance of
their primary prey, Antarctic krill (Trivelpiece et al., 2011). Changing
physical aspects of the wAP habitat are likely to have been crucial in
generating some of the observed changes in penguin species distribution
and abundance. However, reductions in krill biomass, and other changes
in prey availability, will be key factors in generating the changes being
observed along the wAP and in the Scotia Sea (Trivelpiece et al., 2011).
Overall in the northern regions of thewAP, reduced upper ocean stability
and sea ice concentration, and possibly reduced micronutrient inputs
from ice melt, are resulting in a shift away from a system dominated by
large blooms of diatoms (Montes-Hugo et al., 2009), with resultant
changes in the rest of the food web (Clarke et al., 2007; Ducklow et al.,
2007).

At South Georgia the effects are less clear and are confounded by
the historical changes generated by harvesting over more than two
centuries. The impacts of harvesting of seals, great whales, finfish, and
more recently, krill, are still ongoing (Everson, 1977; Murphy, 1995;
Trathan and Agnew, 2010). For example, fur seals at South Georgia
numbered less than few hundred during the middle of the last century,
but have increased rapidly during the last 50 years, and now there are a
few million animals present each summer and suggestions that
numbers have now peaked. At the same time macaroni penguins
numbersmay be declining and regional whale populations are showing
signs of recovery (Reid and Croxall, 2001; Trathan and Agnew, 2010).
Such higher trophic level changes reflect the large perturbation of the
ecosystem that the harvesting caused, which will have resulted in top–
down impacts in the ecosystem. The changing population sizeswill have
generated competitive interactions for food and breeding space as the
exploited populations of seabirds and marine mammals (including
whales) have begun to recover (Murphy, 1995, 2007b; Trathan and
Agnew, 2010), which will have resulted in cascading impacts on lower
trophic level species. Major ecological changes are, therefore, an
expected consequence of the harvesting that occurred in this ecosystem,
which mean that any physical changes need to be assessed in this
context.

South Georgia is on the northern edge of the polar waters, making
the system particularly sensitive to the effects of warming and
changes in patterns of ocean circulation. There has been summer and
winter oceanic warming over the last century and glaciers are
retreating (Cook et al., 2010; Whitehouse et al., 2008b), but the
ecological impacts of these physical changes are not clear. We have
noted that there is a strong physical influence on annual recruitment
strength of krill, but there is no clear evidence at South Georgia that
the reported long-term (~30 years) Scotia Sea wide decline in krill
has affected the biomass and availability of krill around the island, or
that there have been major shifts in zooplankton community
structure (Atkinson et al., 2004; Ward et al., 2008). The dynamic
and variable nature of the ecosystem, short duration of time series
data and the patchy sample availability alongside the simultaneous
changes in predator populations will all contribute to masking any
long term trends in krill and zooplankton dynamics (Atkinson et al.,
2004; Murphy, 1995; Murphy et al., 2007a, 2007b; Whitehouse et al.,
2008b). The data required to be able to distinguish between these
scenarios of bottom–up and top–down process driven change are not
currently available, but both processes are probably occurring simulta-
neously at South Georgia and the wAP (Murphy et al., 2007b; Murphy et
al., in press).

Physically driven changes due to warming at South Georgia are
not necessarily a major problem for predator species that can move
and establish colonies in similar habitats elsewhere. Fur seals and
macaroni penguins are being found farther south and along the
northern wAP, while gentoo penguins are also thought to be doing
increasingly well in those areas (Ducklow et al., 2007; Trivelpiece et
al., 2011). The capacity to move and establish colonies farther south as
conditions warm and ice retreats suggests that, although there are
discontinuities of land andocean, the ecosystems fromtheBellingshausen
Sea to SouthGeorgiamight be usefully considered as a general continuum
(Fig. 7). These two regional systems are parts within a broader ecosystem



Fig. 7. Illustration of spatial distribution of key species/groups in food webs that extend from the western Antarctic Peninsula, across the Scotia Sea to South Georgia. Food web
variability is dependent on position across the region and the combination of species/groups present. Black shapes indicate main continental shelf and island areas.
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that forms a connected continuum, with further links into the southeast
Pacific andSouthAtlantic sectors of the SouthernOcean, and indeedof the
circumpolar Southern Ocean (Murphy et al., 2008; Murphy et al., in
press). However, these regional ecosystems are not homogeneous, but
are patchy at all scales, with areas of reduced iron and production, growth
of smaller autotrophs andmixotrophic species, and complex zooplankton
and nektonic community dynamics. The species assemblage present at
any time is dependent on the local habitat conditions, seasonality and
degree of connectivity, all of which contribute to limit the set of optimal
life history characteristics of the species that are maintained in each area.
Understanding the evolved adaptations and constraints on life-history
strategies of Southern Ocean species will be an important step in
developing understanding of thewider controls on ecosystem structure
and function (Forcada et al., 2008; Suryan et al., 2009; Verity and
Smetacek, 1996).

Consideration of overall foodweb structure (Section 3) and variability
(Section 4), suggests that sea ice, biogeochemical conditions favourable to
growth of large diatoms and connectivity are three main factors that
determine the structure and function of ecosystems across the wAP-
South Georgia continuum. Other environmental and biological factors
modify and interact with these to determine the exact species present
and the food web structure. The presence of ice, with the associated
temperature regime and winter conditions, and the consequent
seasonality, puts major physical and biological constraints on the
survival of species, limiting the number of successful life history
strategies in a given area. The biogeochemical conditions (probably
associatedwith iron in both areas) provide the basis for production that
sustains the foodweb and the large diatoms that are crucial for krill, and
the food web interactions can in turn affect the fate of production and
the biogeochemistry. The transport via the prevailing current systems
and the highly mobile predators generates the connectivity that links
the systems together, but are also crucial processes in determining the
broader area ecosystem responses to variation and change. As a result
the species assemblages and hence regional system structure can vary
and change as conditions also vary and change. This view suggests that
the current changes being observed in plankton, nekton and predators
will continue as the regional warming continues and, over time,
ecosystem structure and species composition in areas along the
Peninsula could increasingly resemble the structure that currently
exists at South Georgia. Macaroni penguins and fur seals that dominate
at South Georgia already occur in colonies in the northern regions of the
Antarctic Peninsula, and their distributionsmay extend further south in
the future. However, not all species are likely to be replaced by those at
South Georgia. The importance of salps around the northern Peninsula
but not at South Georgia highlights that there are also important life-
history constraints and habitat differences that determine the exact
species in each food web in these regions.

5. On the comparison of ecosystems—scale, structure, function
and variability

The observation of the similarity of ecosystem operation between
the wAP and South Georgia comes from both food web and wider
ecosystem views. However, aspects of physical and chemical habitats
as well as the biological characteristics combine to allow a particular
form of an ecosystem to occur. Given this, what can be said about the
effect of interaction of different physical, chemical and biological
processes at different scales on wAP and South Georgia ecosystem
structure and function? The major differences in these ecosystems
relate to the driving influences of sea ice, biogeochemical conditions and
connectivity and reflect the latitude and seasonality and the pervasive
influence of the ACC. Within this broad framework, fundamentally
similar physical and chemical processes operate over similar scales in the
two regional ecosystems.

Both ecosystems are centred in seasonal shelf areas, which are
strongly influenced by the ACC. In both regions, upwelling contributes
to regional primary production dominated by diatoms presumably
through introduction ofmicronutrients (iron).Within the regions there
is also marked mesoscale and sub-mesoscale variability (10–100 km)
arising from the shelf circulation that produce areas of low and high
biological production (e.g. between east and west South Georgia and
along the wAP shelf). Finer scale (b10 km) flow interactions with
bottom topography generate hot-spots of enhanced production that
become a focus of ecological interactions. Even finer scale (bkm)
biological–physical interactions generate patchiness in the plankton
distributions that are a major of feature of both systems, highlighted by
the swarm basis for the distribution of krill. Cross shelf-exchanges of
nutrients and biological material are key aspects of the ecosystem
operation not only in maintaining primary production, but also in the
advection of secondary production (particularly krill and mesopelagic
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fish). Larger species are more mobile and forage over broad areas
connecting different habitats and ecosystems. In both areas predators
forage into oceanic regions and towards frontal zones well away from
the shelf regions. Some of the large predators also disperse during the
winter away from the main regional ecosystems centres. The wAP and
South Georgia systems experience considerable within and between
year variability, which favours species with life histories that can adapt
to the variability and results in different species dominating in different
years. Thus, descriptions of food web interactions need to account for
this range of possible configurations.

Both ecosystems are part of a wider connected continuum, andwith
this wider perspective, the form of the ecosystem in terms of structure
and function can be considered as a solution to the physical/chemical
process operation at different scales. The exact species vary in relation
to the major controls of sea ice, biogeochemical conditions and
connectivity, but the basic form is maintained and therefore the overall
ecosystem structure and function is similar at the wAP and South
Georgia. This view of the similarity of the structure of the two ecosystems
provides a focus for further analyses and modelling that encompass both
systems in a single model structure that considers both food web and
wider ecosystem processes.

The above comparative analysis allows three key conclusions that can
inform the development of Southern Ocean ecosystem comparisons. The
first is that differences in the food webs of the wAP and South Georgia
ecosystems relate mainly to evolved adaptations and the resultant life-
history constraints imposed on different species, rather than being the
result of change in overall ecosystem structure and function. These
constraints are the result of changes in the major controlling factors
across the region: sea ice, biogeochemical conditions and connectivity.

The second conclusion is thatwithin both regional ecosystems there is
a high degree of spatial variability in ecosystem operation. The foodwebs
of both regions are dominated by the classical diatom-krill-higher
predator pathway, but this pathway is not isolated from the rest of the
ecosystem. Important alternative pathways of energy flow involving
copepods, carnivorous zooplankton (especially amphipods), pteropods or
salps, generate complex pathways of energy flow through fish and
cephalopods. These alternative pathways are part of the same ecosystems
and represent changes in the magnitude of energy flows between
particular species and in biogeochemical process interactions. These
pathways also becomemore, or less, important in response to interannual
variations and longer term change. These pathways are, therefore, key
elements of the whole ecosystem, the structure of which is an emergent
property of all of theweak and strong variable interactions and feedbacks,
which are determined by processes at a range of space and time scales.
This whole ecosystem perspective is important when comparing
structure and function between ecosystems, because overall properties
will be crucial in determining responses to change rather than just
selected aspects of the ecosystem (Allen and Fulton, 2010; Hofmann,
2010).

The third conclusion is that the concept of a generic Southern Ocean
food web model, based on functional/guild groups that can be applied to
different ecosystems, is appropriate for the wAP and South Georgia
regions and the wider connected-continuum in which they occur.
Through the development of a generic model, driven by major habitat
changes (sea ice, biogeochemical conditions and connectivity), it should
be possible to capture much of the structural variation of food webs and
element cycles in the different regions of the Southern Ocean. Such a
model, in combination with models of life-history constraints, provides
the prospect of ecosystemmodels that have as an emergent property the
major group composition and structural interactions within the ecosys-
tem. The concept of indicators of ecosystem structure that we have
suggested can be extended beyond the regions associated with the wAP
and South Georgia. For example, in the Ross Sea, where ice dominates for
themuch of the year, E. crystallorophias and P. antarcticum are key species
in the ecosystem (Smith et al., 2007). In contrast, in the northern regions
close to the Polar Front fish species, and particularly myctophids, are the
main prey items of many of the larger seabird and seal predators (Casper
et al., 2010; Makhado et al., 2008). When Antarctic krill are present in
areas further south, energy flow pathways are short and hence more
efficient in transferring energy to higher trophic levels than when
copepods dominate (Murphy et al., 2007b). In more southern regions,
where ice dominates for much of the year, food chains can be short
(Smith et al., 2007), but the lower overall primary production and the
consequently low abundance of secondary producers (ice krill and
silverfish) cannot maintain very large numbers of higher predators.

These conclusions can also inform the development of projections
of ecosystem responses to change. Major changes in Antarctic
systems associated with changing global atmospheric concentrations
of CO2 are expected to occur during the coming decades. These
include further warming, sea ice reductions, changing patterns of
ocean circulation and upwelling. These physical changes will also be
associated with biogeochemically and ecologically important chem-
ical changes, including changing carbonate chemistry and associated
reductions in pH, which are expected to be manifest in the cold
Southern Ocean more rapidly than elsewhere (McNeil and Matear,
2008). The major differences in ecosystem structure that are known
to occur in the transition between an ice covered and a fully open
water system (Fig. 8) emphasise the shift from high production, large
diatom, krill dominated ecosystems of the high iron/cold ice
influenced areas to low iron/warm smaller autotrophs and more
complex interactions in the non ice system. However, ice to open
water (Fig. 8) represents only one of the major factors in the
interactive system. Developing a generic view of how the different
factors and in particular, sea ice, biogeochemical conditions and
connectivity, interactively impact both individual species and overall
ecosystem structure will be crucial in developing projections of future
states of Southern Ocean ecosystems.

Developing our understanding of the processes generating scale-
based structure in these ecosystems will allow determination of the
processes that generate differences between systems and between
trophic levels within systems (Allen and Fulton, 2010; Hofmann,
2010). Different species interact on different scales and therefore
integrate food web structures at different scales. The spatial and
temporal variability at different scales generates complex ecosystem
interactions that are difficult to characterise and quantifywith reasonable
certainty, and for which mean conditions will not provide a complete
perspective. Forecasting responses to change will, therefore, need to
account for the variability in ecosystem structure and for gaps in data and
understanding so that bounds on uncertainty can be applied (e.g.
Friedrichs et al., 2006). For example, general properties of ecosystems
such as production, overall predator demand and general functional form
may be forecast with some degree of skill, but prediction of exact species
abundance in particular groups or the exact ecosystem structuremay not
be feasible. Therefore, comparative analyses of food web structures need
to include the modifications to overall ecosystem structure and function
that arise from the heterogeneity and variability, generating spatially and
temporally distributed networks. This suggests that a network-based
approach to modelling ecosystem structure that includes appropriate
processes and trophic levels as nested structures operating over different
scales with uncertainties, could be valuable in generating integrated
analyses.

6. Summary

The obvious major differences between the wAP and South Georgia
ecosystems are linked to latitude and hence seasonality and associated
winter sea ice cover. These provide amajor physical basis for differences
in the species that can succeed in the two areas, but they do not
generate major structural differences between the ecosystems. Both
ecosystems are areas of intense production likely associated with
natural iron fertilisation. The influence of deeper waters and particu-
larly UCDW is more pervasive than has previously been realised and



Fig. 8. Schematic summary of the known major differences in characteristics of ecosystems in ice and open water areas of the Southern Ocean. The potential ecological impacts of a
transition from high ice to low ice ecosystems are indicated. Some of the ecosystem characteristics vary independently, so interactive effects involving factors other than ice, such as
changing iron concentration and ocean circulation, also affect the ecosystem structure.
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intense oceanic–shelf interactions, which enhance the surface and neritic
influence of deeper waters, are crucial for determining Southern Ocean
ecosystem structure. The biogeochemical conditions are critical, and
particularly the iron inputs into the upper waters by upwelling, vertical
mixing/exchange, sediment interactions and melt water, which provides
the basis for large blooms under appropriate conditions, which in turn
drive the production and population dynamics of large macro zooplank-
ton (krill), which are then consumed by the large bodied air-breathing
predators. This classical Southern Ocean food chain is just one of the
pathways that exist within much more complex and variable food webs.

The wAP and South Georgia systems are similar in structure and
function but are also distinct. The two systems are part of a continuum
from the more intensely seasonal ice covered areas farther south to the
more open water regions in the north. The connectivity that underpins
this continuum is maintained by both the advective flows and biological
transfers and flows of material and movements of organisms. The
similarity and connectivity of the two ecosystems allows development of
a generic approach to modelling these ecosystems, which combines life
history constraints with overall food web structure at a range of scales.
Such a model provides a valuable basis for further comparative analyses
of Southern Ocean ecosystems, for generating models for projections of
the future state of these ecosystems under different scenarios of change,
and for comparisons with other marine ecosystems. Accounting for
variability and uncertainty in developing analyses of ecosystem structure
and function will be critical in developing useful analyses and models.

Acknowledgements

We thank all our colleagues in the BAS Discovery 2010 and
Ecosystems programmes and in the Southern Ocean GLOBEC Programme

image of Fig.�8


39E.J. Murphy et al. / Journal of Marine Systems 109–110 (2013) 22–42
who contributed to the studies on which we have drawn and for the
many discussions of different aspects of the work and especially Dr I.
Staniland. We also thank A Fleming for the provision of the satellite-
derived chlorophyll a data. We also thank Professors John Steele and
George Hunt for valuable comments on an earlier version of the
manuscript. The paper is a contribution to the BAS Ecosystems
Programme, which is part of Polar Science for Planet Earth
Programme. Support for E. Hofmann and T. Ballerini was provided
by the US National Science Foundation (NSF) Grant OCE-0814584
and that for A. Piñones was provided by NSF Grant ANT-0523172;
both are part of the US GLOBEC synthesis and integration activities.
This manuscript is based on a presentation and discussions at the
IMBER IMBIZO II, which was supported in part by NSF Grant OCE-
103880 and is a contribution to the IGBP-IMBER Southern Ocean
Integrating Climate and Ecosystem Dynamics (ICED) Programme.
References

Ainley, D.G., Ribic, C.A., Fraser, W.R., 1992. Does prey preference affect habitat choice in
Antarctic seabirds. Mar. Ecol. Prog. Ser. 90, 207–221. doi:10.3354/meps090207.

Allen, J.I., Fulton, E.A., 2010. Top–down, bottom–up or middle–out? Avoiding
extraneous detail and over-generality in marine ecosystem models. Prog. Oceanogr.
84, 129–133.

Ardelan, M.V., Holm-Hansen, O., Hewes, C.D., Reiss, C.S., Silva, N.S., Dulaiova, H.,
Steinnes, E., Sakshaug, E., 2010. Natural iron enrichment around the Antarctic
Peninsula in the Southern Ocean. Biogeosciences 7, 11–25.

Arrigo, K.R., van Dijken, G.L., Bushinsky, S., 2008. Primary production in the Southern
Ocean, 1997–2006. J. Geophys. Res. 113, C08004. doi:10.1029/2007JC004551.

Ashjian, C.J., Davis, C.S., Gallager, S.M., Wiebe, P.H., Lawson, G.L., 2008. Distribution of
larval krill and zooplankton in association with hydrography in Marguerite Bay,
Antarctic Peninsula, in austral fall and winter 2001 described using the Video
Plankton Recorder. Deep Sea Res. Part II 55, 455–471.

Atkinson, A., Whitehouse, M.J., 2000. Ammonium excretion by Antarctic krill Euphausia
superba at South Georgia. Limnol. Oceanogr. 45 (1), 55–63.

Atkinson, A., Whitehouse, M.J., 2001. Ammonium regeneration by Antarctic mesozoo-
plankton: an allometric approach. Mar. Biol. 139, 301–311.

Atkinson, A., Whitehouse, M.J., Priddle, J., Cripps, G.C., Ward, P., Brandon, M.A., 2001.
South Georgia, Antarctica: a productive, cold water, pelagic ecosystem. Mar. Ecol.
Prog. Ser. 216, 279–308.

Atkinson, A., Siegel, V., Pakhomov, E., Rothery, P., 2004. Long-term decline in krill stock
and increase in salps within the Southern Ocean. Nature 432, 100–103.

Bailey, K.M., Ciannelli, L., Hunsicker, M., Rindorf, A., Neuenfeldt, S., Mollmann, C.,
Guichard, F., Huse, G., 2010. Comparative analysis of marine ecosystems: workshop
on predator–prey interactions. Biol. Lett. 6, 579–581.

Baird, D., McGlade, J.M., Ulanowicz, R.E., 1991. The comparative ecology of 6 marine
ecosystems. Phil. Trans. R. Soc. B 333, 15–29.

Ballerini, T., Hofmann, E.E., Ainley, D., Daly, K., Marrari, M., Ribic, C., Smith, W.O., Jr.,
Steele, J.H., submitted for publication. The food web of Marguerite Bay, Antarctic
Peninsula: modeling and analysis. Prog. Oceanogr.

Barlow, K.E., Boyd, I.L., Croxall, J.P., Reid, K., Staniland, I.J., Brierley, A.S., 2002. Are
penguins and seals in competition for Antarctic krill at South Georgia? Mar. Biol.
140, 205–213.

Beardsley, R.C., Limeburner, R., Owens, W.B., 2004. Drifter measurements of surface
currents near Marguerite Bay on the western Antarctic Peninsula shelf during
austral summer and fall, 2001 and 2002. Deep Sea Res. Part II 51, 1947–1964.

Beardsley, R.C., Moffat, C., Padman, L., Muench, R., Owens, W.B., 2007. US SO GLOBEC
hydrographic and circulation studies. GLOBEC Int. Newsl. 13, 52–54.

Blanchard, J.L., Coll, M., Trenkel, V.M., Vergnon, R., Yemane, D., Jouffre, D., Link, J.S., Shin,
Y.J., 2010. Trend analysis of indicators: a comparison of recent changes in the status
of marine ecosystems around the world. ICES J. Mar. Sci. 67, 732–744.

Boyd, I.L., 2002. Estimating food consumption of marine predators: Antarctic fur seals
and macaroni penguins. J. Appl. Ecol. 39, 103–119.

Boyd, P.W., Ellwood, M.J., 2010. The biogeochemical cycle of iron in the ocean. Nat.
Geosci. 3, 675–682. doi:10.1038/ngeo964.

Boyd, I.L., McCafferty, D.J., Reid, K., Taylor, R., Walker, T.R., 1998. Dispersal of male and
female Antarctic fur seals (Arctocephalus gazella). Can. J. Fish. Aquat. Sci. 55,
845–852.

Bundy, A., Heymans, J.J., Morissette, L., Savenkoff, C., 2009. Seals, cod and forage fish: a
comparative exploration of variations in the theme of stock collapse and ecosystem
change in four Northwest Atlantic ecosystems. Prog. Oceanogr. 81, 188–206.

Carmack, E., Wassmann, P., 2006. Food webs and physical–biological coupling on pan-
Arctic shelves: unifying concepts and comprehensive perspectives. Prog. Oceanogr.
71, 446–477.

Carmack, E., Barber, D., Christensen, J., Macdonald, R., Rudels, B., Sakshaug, E., 2006.
Climate variability and physical forcing of the food webs and the carbon budget on
panArctic shelves. Prog. Oceanogr. 71, 145–181.

Casper, R.M., Sumner, M.D., Hindell, M.A., Gales, N.J., Staniland, I.J., Goldsworthy, S.D.,
2010. The influence of diet on foraging habitat models: a case study using nursing
Antarctic fur seals. Ecography 33, 748–759. doi:10.1111/j.1600-0587.2009.06155.x.
Chapman, E.W., Fraser, W.R., Hofmann, E.E., Ribic, C.A., Patterson, D., 2011. Climate
associated factors affecting Adélie penguin (Pygoscelis adeliae) chick growth and
recruitment off the western Antarctic Peninsula. Mar. Ecol. Prog. Ser. 436,
273–289.

Chever, F., Sarthou, G., Bucciarelli, E., Blain, S., Bowie, A.R., 2010. An iron budget during
the natural iron fertilisation experiment KEOPS (Kerguelen Islands, Southern
Ocean). Biogeosciences 7, 455–468.

Clarke, A., Murphy, E.J., Meredith, M.P., King, J.C., Peck, L.S., Barnes, D.K.A., Smith, R.C.,
2007. Climate change and the marine ecosystem of the western Antarctic
Peninsula. Phil. Trans. R. Soc. B 362, 149–166.

Collins, M.A., Rodhouse, P.G., 2006. Southern ocean cephalopods. Adv. Mar. Biol. 50,
191–265. doi:10.1016/S0065-2881(05)50003-8.

Collins, M.A., Xavier, J.C., Johnston, N.M., North, A.W., Enderlein, P., Tarling, G.A.,
Waluda, C.M., Hawker, E.J., Cunningham, N.J., 2008. Patterns in the distribution of
myctophid fish in the northern Scotia Sea ecosystem. Polar Biol. 31, 837–851.

Cook, A.J., Poncet, S., Cooper, A.P.R., Herbert, D.J., Christie, D., 2010. Glacier retreat on
South Georgia and implications for the spread of rats. Antarct. Sci. 22, 255–263.

Costa, D.P., Crocker, D.E., 1996. Marine mammals of the Southern Ocean. In: Ross, R.,
Hofmann, E., Quetin, L. (Eds.), Foundations for Ecological Research in the Western
Antarctic Peninsula Region: American Geophysical Union, vol. 70, pp. 287–301.

Costa, D.P., Burns, J.M., Chapman, E., Hildebrand, J., Torres, J.J., Fraser, W., Friedlaender,
A., Ribic, C., Halpin, P., 2007. US SO GLOBEC predator programme. GLOBEC Int.
Newsl. 13, 62–66.

Costa, D.P., Huckstadt, L.A., Crocker, D.E., McDonald, B.I., Goebel, M.E., Fedak, M.A.,
2010. Approaches to studying climatic change and its role on the habitat selection
of Antarctic pinnipeds. Integr. Comp. Biol. 50, 1018–1030.

Croxall, J.P., Wood, A.G., 2002. The importance of the Patagonian Shelf for top predator
species breeding at South Georgia. Aquat. Conserv. 12, 101–118.

Croxall, J.P., McCann, T.S., Prince, P.A., Rothery, P., 1988. Reproductive performance of
seabirds and seals at South Georgia and Signy Island, South Orkney Islands,
1976–1987: implications for Southern Ocean monitoring studies. In: Sahrhage, D.
(Ed.), Antarctic Ocean Resources Variability. Springer-Verlag, Berlin, pp. 261–285.

Croxall, J.P., Prince, P.A., Reid, K., 1997. Dietary segregation of krill-eating South Georgia
seabirds. J. Zool. 242, 531–556.

Croxall, J.P., Trathan, P.N., Murphy, E.J., 2002. Environmental change and Antarctic
seabird populations. Science 297, 1510–1514.

Cullins, T.L., DeVries, A.L., Torres, J.J., 2011. Antifreeze proteins in pelagic fishes from
Marguerite Bay (Western Antarctica). Deep Sea Res. Part II 58, 1690–1694.

Daly, K.L., 2004. Overwintering growth and development of larval Euphausia superba:
an interannual comparison under varying environmental conditions west of the
Antarctic Peninsula. Deep Sea Res. Part II 51, 2139–2168.

Dinniman, M.S., Klinck, J.M., 2004. A model study of circulation and cross-shelf
exchange on the west Antarctic Peninsula continental shelf. Deep Sea Res. Part II
51, 2003–2022.

Dinniman, M.S., Klinck, J.M., Smith Jr., W.O., 2011. A model study of Circumpolar Deep
Water on the west Antarctic Peninsula and Ross Sea continental shelves. Deep Sea
Res. Part II 58, 1508–1523.

Dong, S., Sprintall, J., Gille, S.T., 2006. Location of the Antarctic polar front from AMSR-E
satellite sea surface temperature measurements. J. Phys. Oceanogr. 36, 2075–2089.

Donnelly, J., Torres, J.J., 2008. Pelagic fishes in the Marguerite Bay region of the West
Antarctic Peninsula continental shelf. Deep Sea Res. Part II 55, 523–539.

Drinkwater, K., 2009. Comparison of the response of Atlantic cod (Gadus morhua) in
the high-latitude regions of the North Atlantic during the warm periods of the
1920s–1960s and the 1990s–2000s. Deep Sea Res. Part II 56, 2087–2096.

Drinkwater, K.F., Mueter, F., Friedland, K.D., Taylor, M., Hunt, G.L., Hare, J., Melle, W.,
2009. Recent climate forcing and physical oceanographic changes in Northern
Hemisphere regions: a review and comparison of four marine ecosystems. Prog.
Oceanogr. 81, 10–28.

Ducklow, H.W., Baker, K., Martinson, D.G., Quetin, L.B., Ross, R.M., Smith, R.C.,
Stammerjohn, S.E., Vernet, M., Fraser, W., 2007. Marine pelagic ecosystems: the
West Antarctic Peninsula. Phil. Trans. R. Soc. B 362, 67–94.

Everson, I., 1977. The living resources of the Southern Ocean. FAO, Rome. 156 pp.
Everson, I., 2000. Distribution and standing stock: the Southern Ocean. In: Everson, I.

(Ed.), Krill: Biology, Ecology and Fisheries. Blackwell Science, Oxford, pp. 63–79.
Fach, B.A., Hofmann, E.E., Murphy, E.J., 2002. Modeling studies of Antarctic krill

Euphausia superba survival during transport across the Scotia Sea. Mar. Ecol. Prog.
Ser. 231, 187–203.

Fach, B.A., Hofmann, E.E., Murphy, E.J., 2006. Transport of Antarctic krill (Euphausia
superba) across the Scotia Sea. Part II. Krill growth and survival. Deep Sea Res. Part I
53, 1011–1043.

Forcada, J., Trathan, P.N., 2009. Penguin responses to climate change in the Southern
Ocean. Glob. Change Biol. 15, 1618–1630. doi:10.1111/j.1365-2486.2009.01909.x.

Forcada, J., Trathan, P.N., Reid, K., Murphy, E.J., 2005. The effects of global climate
variability in pup production of Antarctic fur seals. Ecology 86, 2408–2417.

Forcada, J., Trathan, P.N., Reid, K., Murphy, E.J., Croxall, J.P., 2006. Contrasting
population changes in sympatric penguin species in association with climate
warming. Glob. Change Biol. 12, 411–423.

Forcada, J., Trathan, P.N., Murphy, E.J., 2008. Life history buffering in Antarctic
mammals and birds against changing patterns of climate and environmental
variation. Glob. Change Biol. 14, 2473–2488.

Fraser, W.R., Hofmann, E.E., 2003. A predator's perspective on causal links between climate
change, physical forcing and ecosystem response. Mar. Ecol. Prog. Ser. 265, 1–15.

Fraser, W.R., Patterson, D.L., 1997. Human disturbance and long-term changes in Adélie
penguin populations: a natural experiment at Palmer Station, Antarctic Peninsula.
In: Battaglia, B., Valencia, I., Walton, D.W.H. (Eds.), Antarctic Communities, Species,
Structure and Survival. Cambridge University Press, Cambridge, pp. 445–452.

http://dx.doi.org/10.3354/meps090207
http://dx.doi.org/10.1029/2007JC004551
http://dx.doi.org/10.1038/ngeo964
http://dx.doi.org/10.1111/j.1600-0587.2009.06155.x
http://dx.doi.org/10.1016/S0065-2881(05)50003-8
http://dx.doi.org/10.1111/j.1365-2486.2009.01909.x


40 E.J. Murphy et al. / Journal of Marine Systems 109–110 (2013) 22–42
Fraser, W.R., Trivelpiece, W.Z., 1996. Factors controlling the distribution of seabirds:
winter–summer heterogeneity in the distribution of Adélie penguin populations.
In: Ross, R., Hofmann, E., Quetin, L. (Eds.), Foundations for Ecological Research
West of the Antarctic Peninsula: American Geophysical Union Antarctic Research
Series, 70. Americal Geophysical Union, Washington, D.C., pp. 257–272.

Fraser, W.R., Trivelpiece, W.Z., Ainley, D.G., Trivelpiece, S.G., 1992. Increases in
Antarctic penguin populations: reduced competition with whales or a loss of sea
ice due to environmental warming? Polar Biol. 8, 525–531.

Friedrichs, M.A.M., Hood, R.R., Wiggert, J.D., 2006. Ecosystem model complexity versus
physical forcing: quantification of their relative impact with assimilated Arabian
Sea data. Deep Sea Res. Part II 53, 576–600.

Gaichas, S., Skaret, G., Falk-Petersen, J., Link, J.S., Overholtz, W., Megrey, B.A., Gjosaeter,
H., Stockhausen, W.T., Dommasnes, A., Friedland, K.D., Aydin, K., 2009. A
comparison of community and trophic structure in five marine ecosystems based
on energy budgets and system metrics. Prog. Oceanogr. 81, 47–62.

Garibotti, I., Vernet, M., Ferrario, M.E., Smith, R.C., Ross, R.M., Quetin, L.B., 2003.
Phytoplankton spatial distribution patterns along the western Antarctic Peninsula
(Southern Ocean). Mar. Ecol. Prog. Ser. 261, 21–39.

Gonzalez-Solis, J., Croxall, J.P., Wood, A.G., 2000. Foraging partitioning between giant
petrels Macronectes spp. and its relationship with breeding population changes at
Bird Island, South Georgia. Mar. Ecol. Prog. Ser. 204, 279–288.

Goss, C., Bone, D.G., Peck, J.M., Everson, I., Hunt, G.L., Murray, A.W.A., 1997. Small-scale
interactions between prions Pachyptila spp. and their zooplankton prey at an
inshore site near Bird Island, South Georgia. Mar. Ecol. Prog. Ser. 154, 41–51.
doi:10.3354/meps154041.

Greely, T.M., Gartner, J.V., Torres, J.J., 1999. Age and growth of Electrona antarctica
(Pisces: Myctophidae), the dominant mesopelagic fish of the Southern Ocean. Mar.
Biol. 133, 145–158.

Hannah, C., Vezina, A., St John, M., 2010. The case for marine ecosystem models of
intermediate complexity. Prog. Oceanogr. 84, 121–128.

Harrison, N.M., Whitehouse, M.J., Heinemann, D., Prince, P.A., Hunt, G.L., Veit, R.R.,
1991. Observations of multispecies seabird flocks around South Georgia. Auk 108,
801–810.

Hill, S.L., Keeble, K., Atkinson, A., Murphy, E.J., 2012. A foodweb model to explore
uncertainties in the South Georgia shelf pelagic ecosystem. Deep Sea Res. Part II
59–60, 237–252.

Hofmann, E.E., 2010. Plankton functional group models—an assessment. Prog.
Oceanogr. 84, 16–19. doi:10.1016/j.pocean.2009.09.002.

Hofmann, E.E., Husrevoglu, Y.S., 2003. A circumpolar modeling study of habitat control
of Antarctic krill (Euphausia superba) reproductive success. Deep Sea Res. Part II 50,
3121–3142.

Hofmann, E.E., Murphy, E.J., 2004. Advection, krill, and Antarctic marine ecosystems.
Antarct. Sci. 16, 487–499.

Hofmann, E.E., Klinck, J.M., Locarnini, R.A., Fach, B., Murphy, E., 1998. Krill transport in
the Scotia Sea and environs. Antarct. Sci. 10, 406–415.

Hofmann, E.E., Costa, D.P., Daly, K.L., Klinck, J.M., Fraser, W.R., Torres, J.J., 2002. U.S.
Southern Ocean Global Ocean Ecosystems Dynamics Program. Oceanography 15,
64–74.

Hofmann, E.E., Wiebe, P.H., Costa, D.P., Torres, J.J., 2004. An overview of the Southern
Ocean Global Ocean Ecosystems Dynamics Program. Deep Sea Res. Part II 51,
1921–1924.

Hofmann, E.E., Wiebe, P.H., Costa, D.P., Torres, J.J., 2008. Introduction to dynamics of
plankton, krill, and predators in relation to environmental features of the western
Antarctic Peninsula and related areas: SO GLOBEC Part II. Deep Sea Res. Part II 55,
269–270.

Hofmann, E.E., Wiebe, P.H., Costa, D.P., Torres, J.J., 2011. Introduction to understanding
the linkages between Antarctic food webs and the environment: a synthesis of
Southern Ocean GLOBEC studies. Deep Sea Res. Part II 58, 1505–1507.

Holm-Hansen, O., Naganobu, M., Kawaguchi, S., Kameda, T., Krasovski, I., Tchernyshkov,
P., Priddle, J., Korb, R., Brandon, M., Demer, D., Hewitt, R.P., Kahru, M., Hewes, C.D.,
2004. Factors influencing the distribution, biomass, and productivity of phyto-
plankton in the Scotia Sea and adjoining waters. Deep Sea Res. Part II 51,
1333–1350.

Hopkins, T.L., 1985. Food web of an Antarctic midwater ecosystem. Mar. Biol. 89,
197–212.

Hubold, G., 1985. The early life history of the Antarctic silverfish Pleuragramma
antarcticum. In: Siegfried, W.R., Condy, P.R., Laws, R.M. (Eds.), Antarctic Nutrient
Cycles and Food Webs. Springer, Berlin, pp. 445–451.

Hunt, G.L., Megrey, B.A., 2005. Comparison of the biophysical and trophic character-
istics of the Bering and Barents Seas. ICES J. Mar. Sci. 62, 1245–1255. doi:10.1016/
j.icejms.2005.04.008.

Hunt, G.L., Nettleship, D.N., 1988. Seabirds of high-latitude northern and southern
environments, Ottawa 1. Proc. 19th Int'l Ornithological Congress, pp. 1143–1155.

Hunt, G.L., Heinemann, D., Everson, I., 1992. Distributions and predator–prey
interactions of macaroni penguins, Antarctic fur seals, and Antarctic krill near
Bird-Island, South Georgia. Mar. Ecol. Prog. Ser. 86, 15–30.

Johnson, C.L., Runge, J.A., Curtis, K.A., Durbin, E.G., Hare, J.A., Incze, L.S., Link, J.S., Melvin,
G.D., O'Brien, T.D., Van Guelpen, L., 2011. Biodiversity and ecosystem function in
the Gulf of Maine: pattern and role of zooplankton and pelagic nekton. PLoS One 6,
e16491. doi:10.1371/journal.pone.0016491.

Jordan, F., 2009. Keystone species and food webs. Phil. Trans. R. Soc. B 364, 1733–1741.
Kellerman, A., 1986. On the biology of early life stages of notothenioid fishes (Pisces)

off the Antarctic Peninsula. Ber. Polarforsch. 31, 1–149.
Klinck, J.M., 1998. Heat and salt changes on the continental shelf west of the Antarctic

Peninsula between January 1993 and January 1994. J. Geophys. Res. 103,
7617–7636.
Klinck, J.M., Hofmann, E.E., Beardsley, R.C., Salihoglu, B., Howard, S., 2004. Water-mass
properties and circulation on the west Antarctic Peninsula continental shelf in
austral fall and winter 2011. Deep Sea Res. Part II 51, 1925–1946.

Kock, K.H., Wilhelms, S., Everson, I., Groger, J., 1994. Variations in the diet composition
and feeding intensity of Mackerel Icefish Champsocephalus gunnari at South
Georgia (Antarctica). Mar. Ecol. Prog. Ser. 108, 43–57.

Korb, R.E., Whitehouse, M., 2004. Contrasting primary production regimes around
South Georgia, Southern Ocean: large blooms versus high nutrient, low chlorophyll
waters. Deep Sea Res. Part I 51, 721–738.

Korb, R.E., Whitehouse, M.J., Ward, P., 2004. SeaWiFS in the southern ocean: spatial and
temporal variability in phytoplankton biomass around South Georgia. Deep Sea
Res. Part II 51, 99–116.

Korb, R.E., Whitehouse, M.J., Thorpe, S.E., Gordon, M., 2005. Primary production across
the Scotia Sea in relation to the physico-chemical environment. J.Mar. Syst. 57, 231–249.

Korb, R.E., Whitehouse, M.J., Atkinson, A., Thorpe, S.E., 2008. Magnitude and
maintenance of the phytoplankton bloom at South Georgia: a naturally iron-
replete environment. Mar. Ecol. Prog. Ser. 368, 75–91.

Korb, R.E., Whitehouse, M.J., Gordon, M., Ward, P., Poulton, A.J., 2010. Summer
microplankton community structure across the Scotia Sea: implications for
biological carbon export. Biogeosciences 7, 343–356.

Lancraft, T.M., Relsenbichler, K.R., Robison, B.H., Hopkins, T.L., Torres, J.J., 2004. A krill-
dominated micronekton and macrozooplankton community in Croker Passage,
Antarctica with an estimate of fish predation. Deep Sea Res. Part II 51, 2247–2260.

Laws, R.M., 1983. Antarctica: a convergence of life. New Scientist 99, 608–616.
Lawson, G.L., Wiebe, P.H., Ashjian, C.J., Stanton, T.K., 2008. Euphausiid distribution

along the Western Antarctic Peninsula—part B: distribution of euphausiid
aggregations and biomass, and associations with environmental features. Deep
Sea Res. Part II 55, 432–454.

Legendre, L., Niquil, N., 2013. Large-scale regional comparisons of ecosystem processes:
methods and approaches. J. Mar. Syst. 109–110, 4–21 (this volume).

Link, J., 2002. Does food web theory work for marine ecosystems? Mar. Ecol. Prog. Ser.
230, 1–9.

Link, J.S., Stockhausen, W.T., Skaret, G., Overholtz, W., Megrey, B.A., Gjosaeter, H.,
Gaichas, S., Dommasnes, A., Falk-Petersen, J., Kane, J., Mueter, F.J., Friedland, K.D.,
Hare, J.A., 2009. A comparison of biological trends from four marine ecosystems:
synchronies, differences, and commonalities. Prog. Oceanogr. 81, 29–46.

Link, J.S., Megrey, B.A., Miller, T.J., Essington, T., Boldt, J., Bundy, A., Moksness, E.,
Drinkwater, K.F., Perry, R.I., 2010. Comparative analysis of marine ecosystems:
international production modelling workshop. Biol. Lett. 6, 723–726.

Loeb, V.J., Siegel, V., HolmHansen, O., Hewitt, R., Fraser, W., Trivelpiece, W., Trivelpiece,
S., 1997. Effects of sea-ice extent and krill or salp dominance on the Antarctic food
web. Nature 387, 897–900. doi:10.1038/43174.

Loeb, V.J., Hofmann, E.E., Klinck, J.M., Holm-Hansen, O., White, W.B., 2009. ENSO and
variability of the Antarctic Peninsula pelagic marine ecosystem. Antarct. Sci. 21,
135–148.

Loots, C., Koubbi, P., Duhamel, G., 2007. Habitat modelling of Electrona antarctica
(Myctophiidae, Pisces) in Kerguelen by generalized additive models and
geographic information systems. Polar Biol. 30, 951–959.

Makhado, A.B., Bester, M.N., Kirkman, S.P., Pistorius, P.A., Ferguson, J.W.H., Klages,
N.T.W., 2008. Prey of the Antarctic fur seal Arctocephalus gazella at Marion Island.
Polar Biol. 31, 575–581. doi:10.1007/s00300-007-0391-y.

Marrari, M., Daly, K.L., Hu, C., 2008. Spatial and temporal variability of SeaWiFS
chlorophyll a distributions west of the Antarctic Peninsula: implications for krill
production. Deep Sea Res. Part II 55, 377–392.

McNeil, B.I., Matear, R.J., 2008. Southern Ocean acidification: a tipping point at 450-
ppm atmospheric CO2. Proc. Natl. Acad. Sci. U. S. A. 105, 18860–18864.

Megrey, B.A., Aydin, K.Y., 2009. A macrodescriptor perspective of ecological attributes
for the Bering and Barents Seas. Deep Sea Res. Part II 56, 2132–2140.

Megrey, B.A., Hare, J.A., Stockhausen, W.T., Dommasnes, A., Gjosaeter, H., Overholtz, W.,
Gaichas, S., Skaret, G., Falk-Petersen, J., Link, J.S., Friedland, K.D., 2009a. A cross-
ecosystem comparison of spatial and temporal patterns of covariation in the
recruitment of functionally analogous fish stocks. Prog. Oceanogr. 81, 63–92.

Megrey, B.A., Link, J.S., Hunt, G.L., Moksness, E., 2009b. Comparative marine
ecosystem analysis: applications, opportunities, and lessons learned. Prog.
Oceanogr. 81, 2–9.

Megrey, B.A., Link, J.S., Moksness, E., 2009c. Comparative marine ecosystem structure
and function: descriptors and characteristics Preface. Prog. Oceanogr. 81, 1.

Meredith, M.P., King, J.C., 2005. Rapid climate change in the ocean west of the Antarctic
Peninsula during the second half of the 20th century. Geophys. Res. Lett. 32,
L19604.

Meredith, M.P., Watkins, J.L., Murphy, E.J., Ward, P., Bone, D.G., Thorpe, S.E., Grant, S.A.,
Ladkin, R.S., 2003. Southern ACC Front to the northeast of South Georgia:
pathways, characteristics, and fluxes. J. Geophys. Res. 108, 3162. doi:10.1029/
2001JC001227.

Meredith, M.P., Renfrew, I.A., Clarke, A., King, J.C., Brandon, M.A., 2004. Impact of the
1997/98 ENSO on the upper waters of Marguerite Bay, western Antarctic
Peninsula. J. Geophys. Res. 109, C09013. doi:10.1029/2003JC001784.

Meredith, M.P., Brandon, M.A., Murphy, E.J., Trathan, P.N., Thorpe, S.E., Bone, D.G.,
Chernyshkov, P.P., Sushin, V.A., 2005. Variability in hydrographic conditions to the
east and northwest of South Georgia, 1996–2001. J. Mar. Syst. 53, 143–167.

Meredith, M.P., Murphy, E.J., Hawker, E.J., King, J.C., Wallace, M.I., 2008. On the
interannual variability of ocean temperatures around South Georgia, Southern
Ocean: forcing by El Nino/Southern Oscillation and the Southern Annular Mode.
Deep Sea Res. Part II 55, 2007–2022.

Moffat, C., Beardsley, R.C., Owens, B., van Lipzig, N., 2008. A first description of the
Antarctic Peninsula Coastal Current. Deep Sea Res. Part II 55, 277–293.

http://dx.doi.org/10.3354/meps154041
http://dx.doi.org/10.1016/j.pocean.2009.09.002
http://dx.doi.org/10.1016/j.icejms.2005.04.008
http://dx.doi.org/10.1016/j.icejms.2005.04.008
http://dx.doi.org/10.1371/journal.pone.0016491
http://dx.doi.org/10.1038/43174
http://dx.doi.org/10.1007/s00300-007-0391-y
http://dx.doi.org/10.1029/2001JC001227
http://dx.doi.org/10.1029/2001JC001227
http://dx.doi.org/10.1029/2003JC001784


41E.J. Murphy et al. / Journal of Marine Systems 109–110 (2013) 22–42
Montes-Hugo, M., Doney, S.C., Ducklow, H.W., Fraser, W., Martinson, D., Stammerjohn,
S.E., Schofield, O., 2009. Recent changes in phytoplankton communities associated
with rapid regional climate change along the western Antarctic Peninsula. Science
323, 1470–1473.

Morris, P.J., Sanders, R., 2011. A carbon budget for a naturally iron fertilized bloom in
the Southern Ocean. Glob. Biogeochem. Cycles 25. doi:10.1029/2010GB003780
GB3004.

Murawski, S.A., Steele, J.H., Taylor, P., Fogarty, M.J., Sissenwine, M.P., Ford, M., Suchman,
C., 2009. Why compare marine ecosystems? ICES J. Mar. Sci. 67, 1–9.

Murphy, E.J., 1995. Spatial structure of the Southern Ocean ecosystem: predator prey
linkages in Southern Ocean foodwebs. J. Anim. Ecol. 64, 333–347.

Murphy, E.J., Morris, D.J., Watkins, J.L., Priddle, J., 1988. Scales of interaction between
Antarctic krill and the environment. In: Sahrhage, D. (Ed.), Antarctic Ocean and
Resources Variability. Springer-Verlag, Berlin, pp. 120–303.

Murphy, E.J., Clarke, A., Symon, C., Priddle, J., 1995. Temporal variation in Antarctic Sea
ice—analysis of a long-term fast-ice record from the South-Orkney Islands. Deep
Sea Res. Part I 42, 1045–1062.

Murphy, E.J., Watkins, J.L., Reid, K., Trathan, P.N., Everson, I., Croxall, J.P., Priddle, J.,
Brandon, M.A., Brierley, A.S., Hofmann, E., 1998. Interannual variability of the South
Georgia marine ecosystem: biological and physical sources of variation in the
abundance of krill. Fish. Oceanogr. 7, 381–390.

Murphy, E.J., Thorpe, S.E., Watkins, J.L., Hewitt, R., 2004. Modeling the krill transport
pathways in the Scotia Sea: spatial and environmental connections generating the
seasonal distribution of krill. Deep Sea Res. Part II 51, 1435–1456.

Murphy, E.J., Trathan, P.N., Watkins, J.L., Reid, K., Meredith, M.P., Forcada, J., Thorpe, S.E.,
Johnston, N.M., Rothery, P., 2007a. Climatically driven fluctuations in Southern
Ocean ecosystems. Proc. R. Soc. B 274, 3057–3067.

Murphy, E.J., Watkins, J.L., Trathan, P.N., Reid, K., Meredith, M.P., Thorpe, S.E., Johnston,
N.M., Clarke, A., Tarling, G.A., Collins, M.A., Forcada, J., Shreeve, R.S., Atkinson, A.,
Korb, R., Whitehouse, M.J., Ward, P., Rodhouse, P.G., Enderlein, P., Hirst, A.G.,
Martin, A.R., Hill, S.L., Staniland, I.J., Pond, D.W., Briggs, D.R., Cunningham, N.J.,
Fleming, A.H., 2007b. Spatial and temporal operation of the Scotia Sea ecosystem: a
review of large-scale links in a krill centred food web. Phil. Trans. R. Soc. B 362,
113–148.

Murphy, E.J., Cavanagh, R.D., Johnston, N.M., Reid, K., Hofmann, E.E., 2008. Integrating
Climate and Ecosystem Dynamics in the Southern Ocean (ICED). Science Plan and
Implementation Strategy. GLOBEC Report No. 26 and IMBER Report No. 2.

Murphy, E.J, Cavanagh, R.D., Hofmann, E. E., Hill, S.L., Constable, A.J., Costa, D.P.,
Pinkerton, M.H., Johnston, N. M., Trathan, P. N., Klinck, J.M., Wolf-Gladrow, D.A.,
Daly, K.L., Maury, O., Doney, SC., in press. Developing integrated models of Southern
Ocean food webs: including ecological complexity, accounting for uncertainty and the
importance of scale. Prog. Oceanogr. CAMEO—food webs special issue.

Nicol, S., Foster, J., Kawaguchi, S., 2011. The fishery for Antarctic krill—recent
developments. Fish Fish. 13, 30–40. doi:10.1111/j.1467-2979.2011.00406.x.

O' Neill, R.V., 2001. Is it time to bury the ecosystem concept? (With full military honors
of course!). Ecology 82, 3275–3284.

Olsson, O., North, A.W., 1997. Diet of the king penguin Aptenodytes patagonicus during
three summers at South Georgia. Ibis 139, 504–512.

Orsi, A.H., Whitworth, T., Nowlin, W.D., 1995. On the meridional extent and fronts of
the Antarctic Circumpolar Current. Deep Sea Res. Part I 42, 641–673.

Pakhomov, E.A., Perissinotto, R., 1996. Trophodynamics of the hyperiid amphipod
Themisto gaudichaudi in the South Georgia region during late austral summer. Mar.
Ecol. Prog. Ser. 134, 91–100.

Pakhomov, E.A., Perissinotto, R., McQuaid, C.D., 1996. Prey composition and daily
rations of myctophid fishes in the Southern Ocean. Mar. Ecol. Prog. Ser. 134, 1–14.

Park, J., Oh, I.-S., Kim, H.-C., Yoo, S., 2010. Variability of SeaWiFs chlorophyll-a in the
southwest Atlantic sector of the Southern Ocean: strong topographic effects and
weak seasonality. Deep Sea Res. Part I 57, 604–620.

Parker, M.L., Donnelly, J., Torres, J.J., 2011. Invertebrate micronekton andmacrozooplank-
ton in theMarguerite Bay region of theWesternAntarctic Peninsula. Deep SeaRes. Part II
58, 1580–1598.

Patterson, D.L., Easter-Pilcher, A., Fraser, W.R., 2003. The effects of human activity and
environmental variability on long-term changes in Adélie penguin populations at
Palmer Station, Antarctica. In: Huiskes, A.H.L., Gieskes, W.W.C., Rozema, J., Schorno,
R.M.L., van der Vries, S.M., Wolff, W.J. (Eds.), Antarctic Biology in a Global Context,
Proc. VIII SCAR biology symposium. Backhuys Publishers, Leiden, The Netherlands,
pp. 301–307.

Petchey, O.L., Beckerman, A.P., Riede, J.O., Warren, P.H., 2008. Size, foraging, and food
web structure. Proc. Natl. Acad. Sci. U. S. A. 105, 4191–4196.

Phillips, R.A., Silk, J.R.D., Croxall, J.P., 2005. Foraging and provisioning strategies of the
light-mantled sooty albatross at South Georgia: competition and co-existence with
sympatric pelagic predators. Mar. Ecol. Prog. Ser. 285, 259–270.

Phillips, R.A., Catry, P., Silk, J.R.D., Bearhop, S., McGill, R., Afanasyev, V., Strange, I.J.,
2007a. Movements, winter distribution and activity patterns of Falkland and brown
skuas: insights from loggers and isotopes. Mar. Ecol. Prog. Ser. 345, 281–291.

Phillips, R.A., Croxall, J.P., Silk, J.R.D., Briggs, D.R., 2007b. Foraging ecology of albatrosses
and petrels from South Georgia: two decades of insights from tracking
technologies. Aquat. Conserv. 17, S6–S21.

Phillips, R.A., Bearhop, S., McGill, R.A.R., Dawson, D.A., 2009. Stable isotopes reveal
individual variation in migration strategies and habitat preferences in a suite of
seabirds during the nonbreeding period. Oecologia 160, 795–806.

Piatkowski, U., Rodhouse, P.G., White, M.G., Bone, D.G., Symon, C., 1994. Nekton
community of the Scotia Sea as sampled by RMT-25 during austral summer. Mar.
Ecol. Prog. Ser. 112, 13–28. doi:10.3354/meps112013.

Piñones, A., 2011. Circulation on the western Antarctic Peninsula: implications for
biological production, Ph.D. dissertation, Old Dominion University, 166 pp.
Piñones, A., Hofmann, E.E., Dinniman, M.S., Klinck, J.M., 2011. Lagrangian simulation of
transport pathways and residence times along the western Antarctic Peninsula.
Deep Sea Res. Part II 58, 1524–1539.

Prézelin, B.B., Hofmann, E.E., Mengelt, C., Klinck, J.M., 2000. The linkage between Upper
Circumpolar Deep Water (UCDW) and phytoplankton assemblages on the West
Antarctic Peninsula continental shelf. J. Mar. Res. 58, 165–202.

Prézelin, B.B., Hofmann, E.E., Moline, M., Klinck, J.M., 2004. Physical forcing of
phytoplankton community structure and primary production in continental shelf
waters of the western Antarctic Peninsula. J. Mar. Res. 62, 419–460.

Quetin, L.B., Ross, R.M., Fritsen, C.H., Vernet, M., 2007. Ecological responses of Antarctic
krill to environmental variability: can we predict the future? Antarct. Sci. 19,
253–266.

Reid, K., Croxall, J.P., 2001. Environmental response of upper trophic-level predators
reveals a system change in an Antarctic marine ecosystem. Proc. R. Soc. B 268,
377–384.

Reid, K., Croxall, J.P., Edwards, T.M., 1997a. Interannual variation in the diet of the
Antarctic prion Pachyptila desolata at South Georgia. Emu 97, 126–132.

Reid, K., Croxall, J.P., Edwards, T.M., Hill, H.J., Prince, P.A., 1997b. Diet and feeding
ecology of the diving petrels Pelecanoides georgicus and P. urinatrix at South
Georgia. Polar Biol. 17, 17–24.

Reid, K., Croxall, J.P., Murphy, E.J., 2007. The power of ecosystem monitoring. Aquat.
Conserv. 17, S79–S92.

Reid, K., Watkins, J.L., Murphy, E.J., Trathan, P.N., Fielding, S., Enderlein, P., 2010. Krill
population dynamics at South Georgia: implications for ecosystem-based fisheries
management. Mar. Ecol. Prog. Ser. 399, 243–252.

Reynolds, R.W., Rayner, N.A., Smith, T.M., Stokes, D.C., Wang, W., 2002. An improved in
situ and satellite SST analysis for climate. J. Clim. 15, 1609–1625.

Ross, R.M., Quetin, L.B., Martinson, D.G., Iannuzzi, R.A., Stammerjohn, S.E., Smith, R.C.,
2008. Palmer LTER: patterns of distribution of five dominant zooplankton species
in the epipelagic zone west of the Antarctic Peninsula, 1993–2004. Deep Sea Res.
Part II 55, 2086–2105.

Salihoglu, B., Neuer, S., Painting, S., Murtugudde, R., Hofmann, E.E., Steele, J.H., Hood, R.R.,
Legendre, L., Lomas, M.W., Wiggert, J., Ito, S.-I., Lachkar, Z., Hunt, G., Drinkwater, K.,
Sabine, C.L., in press. Bridging marine ecosystem and biogeochemistry research:
lessons and recommendations from comparative studies. J. Mar. Systems.

Saunders, R.A., Brierley, A.S., Watkins, J.L., Reid, K., Murphy, E.J., Enderlein, P., Bone,
D.G., 2007. Intra-annual variability in the density of Antarctic krill (Euphausia
superba) at South Georgia, 2002–2005: within-year variation provides a new
framework for interpreting previous ‘annual’ estimates of krill density. CCAMLR
Sci. 14, 27–41.

Schmidt, K., Atkinson, A., Steigenberger, S., Fielding, S., Lindsay, M.C.M., Pond, D.W.,
Tarling, G.A., Klevjer, T.A., Allen, S.S., Nicol, S., Achterberg, E.P., 2011. Seabed
foraging by Antarctic krill: implications for stock assessment, bentho-pelagic
coupling, and the vertical transfer of iron. Limnol. Oceanogr. 56, 1411–1428.

Schofield, O., Ducklow, H.W., Martinson, D.G., Meredith, M.P., Moline, M.A., Fraser,
W.R., 2010. How do Polar marine ecosystems respond to rapid climate change?
Science 328, 1520–1523.

Scolardi, K.M., Daly, K.L., Pakhomov, E.A., Torres, J.J., 2006. Feeding ecology and
metabolism of the Antarctic cydippid ctenophore Callianira antarctica. Mar. Ecol.
Prog. Ser. 317, 111–126.

Shreeve, R.S., Ward, P., Whitehouse, M.J., 2002. Copepod growth and development
around South Georgia: relationships with temperature, food and krill. Mar. Ecol.
Prog. Ser. 233, 169–183.

Shreeve, R.S., Tarling, G.A., Atkinson, A., Ward, P., Goss, C., Watkins, J., 2005. Relative
production of Calanoides acutus (Copepoda : Calanoida) and Euphausia superba
(Antarctic krill) at South Georgia, and its implications at wider scales. Mar. Ecol.
Prog. Ser. 298, 229–239.

Shreeve, R.S., Collins, M.A., Tarling, G.A., Main, C.E., Ward, P., Johnston, N.M., 2009.
Feeding ecology of myctophid fishes in the northern Scotia Sea. Mar. Ecol. Prog.
Ser. 386, 221–236.

Siegel, V., 1988. A concept of seasonal variation of krill (Euphausia superba) distribution
and abundance west of the Antarctic Peninsula. In: Sahrhage, D. (Ed.), Antarctic
Ocean and Resources Variability. Springer, Berlin, pp. 219–230.

Siegel, V., 2005. Distribution and population dynamics of Euphausia superba: summary
of recent findings. Polar Biol. 29, 1–22.

Sievers, H.A., Nowlin Jr., W.D., 1988. Upper ocean characteristics in Drake Passage and
adjoining areas of the Southern Ocean 39°W–95°W. In: Sahrhage, D. (Ed.),
Antarctic Ocean and Resources Variability. Springer, Berlin, pp. 57–80.

Smith, D.A., Klinck, J.M., 2002. Water properties on the west Antarctic Peninsula
continental shelf: a model study of effects of surface fluxes on sea ice. Deep Sea
Res. Part II 49, 4863–4886.

Smith, R.C., Stammerjohn, S.E., 2001. Variations of surface air temperature and sea ice
extent in the western Antarctic Peninsula region. Ann. Glaciol. 33, 493–500.

Smith, R.C., Baker, K.S., Vernet, M., 1998. Seasonal and interannual variability of
phytoplankton biomass west of the Antarctic Peninsula. J. Mar. Syst. 17, 229–243.

Smith, D.A., Hofmann, E.E., Klinck, J.M., Lascara, C.M., 1999. Hydrography and
circulation of the West Antarctic Peninsula continental shelf. Deep Sea Res. Part I
46, 925–949.

Smith, W.O., Ainley, D.G., Cattaneo-Vietti, R., 2007. Trophic interactions within the Ross
Sea continental shelf ecosystem. Phil. Trans. R. Soc. B 362, 95–111.

Sokolov, S., Rintoul, S.R., 2009a. Circumpolar structure and distribution of the Antarctic
Circumpolar Current fronts: 1. Mean circumpolar paths. J. Geophys. Res. 114,
C11018. doi:10.1029/2008JC005108.

Sokolov, S., Rintoul, S.R., 2009b. Circumpolar structure and distribution of the Antarctic
Circumpolar Current fronts: 2. Variability and relationship to sea surface height. J.
Geophys. Res. 114, C11019. doi:10.1029/2008JC005248.

http://dx.doi.org/10.1029/2010GB003780
http://dx.doi.org/10.1111/j.1467-2979.2011.00406.x
http://dx.doi.org/10.3354/meps112013
http://dx.doi.org/10.1029/2008JC005108
http://dx.doi.org/10.1029/2008JC005248


42 E.J. Murphy et al. / Journal of Marine Systems 109–110 (2013) 22–42
Stammerjohn, S.E., Martinson, D.G., Smith, R.C., Iannuzzi, R.A., 2008a. Sea ice in the
western Antarctic Peninsula region: spatio-temporal variability from ecological
and climate change perspectives. Deep Sea Res. Part II 55, 2041–2058.

Stammerjohn, S.E., Martinson, D.G., Smith, R.C., Yuan, X., Rind, D., 2008b. Trends in
Antarctic annual sea ice retreat and advance and their relation to El Nino-Southern
Oscillation and Southern Annular Mode variability. J. Geophys. Res. 113.
doi:10.1029/2007JC004269 C03S90.

Suryan, R.M., Saba, V.S., Wallace, B.P., Hatch, S.A., Frederiksen, M., Wanless, S., 2009.
Environmental forcing on life history strategies: evidence for multi-trophic level
responses at ocean basin scales. Prog. Oceanogr. 81, 214–222.

Sydeman, W.J., Bograd, S.J., 2009. Marine ecosystems, climate and phenology:
introduction. Mar. Ecol. Prog. Ser. 393, 185–188.

Tarling, G.A., Ward, P., Atkinson, A., Collins, M.A., Murphy, E.J., 2012. DISCOVERY 2010:
Spatial and temporal variability in a dynamic polar ecosystem. Deep Sea Res. Part II
59–60, 1–13.

Tarling, G.A., Cuzin-Roudy, J., Thorpe, S.E., Shreeve, R.S., Ward, P., Murphy, E.J., 2007.
Recruitment of Antarctic krill Euphausia superba in the South Georgia region: adult
fecundity and the fate of larvae. Mar. Ecol. Prog. Ser. 331, 161–179.

Thompson, L.G., Peel, L.G., Mosley-Thompson, E., Mulvaney, R., Dal, J., Lin, P.N., Davis,
M.E., Raymond, C.F., 1994. Climate since AD 1510 on Dyer Plateau, Antarctic
Peninsula: evidence for recent climate change. Ann. Glaciol. 20, 420–426.

Thorpe, S.E., Heywood, K.J., Brandon, M.A., Stevens, D.P., 2002. Variability of the southern
Antarctic Circumpolar Current front north of South Georgia. J. Mar. Syst. 37, 87–105.

Thorpe, S.E., Heywood, K.J., Stevens, D.P., Brandon, M.A., 2004. Tracking passive drifters
in a high resolution ocean model: implications for interannual variability of larval
krill transport to South Georgia. Deep Sea Res. Part I 51, 909–920.

Thorpe, S.E., Stevens, D.P., Heywood, K.J., 2005. Comparison of two time-variant forced
eddy-permitting global ocean circulation models with hydrography of the Scotia
Sea. Ocean Modell. 9, 105–132.

Thorpe, S.E., Murphy, E.J., Watkins, J.L., 2007. Circumpolar connections between
Antarctic krill (Euphausia superba Dana) populations: investigating the roles of
ocean and sea ice transport. Deep Sea Res. Part I 54, 792–810.

Trathan, P.N., Agnew, D., 2010. Climate change and the Antarctic marine ecosystem: an
essay on management implications. Antarct. Sci. 22, 387–398.

Trathan, P.N., Murphy, E.J., 2002. Sea surface temperature anomalies near South
Georgia: relationships with the Pacific El Nino regions. J. Geophys. Res. 107 (C4),
8075. doi:10.1029/2000JC000299.

Trathan, P.N., Brierley, A.S., Brandon, M.A., Bone, D.G., Goss, C., Grant, S.A., Murphy, E.J.,
Watkins, J.L., 2003. Oceanographic variability and changes in Antarctic krill
(Euphausia superba) abundance at South Georgia. Fish. Oceanogr. 12, 569–583.

Trathan, P.N., Murphy, E.J., Forcada, J., Croxall, J.P., Reid, K., Thorpe, S.E., 2006. Physical
forcing in the southwest Atlantic: ecosystem control. In: Boyd, I.L., Wanless, S.,
Camphuysen, C.J. (Eds.), Top Predators in Marine Ecosystems. Cambridge
University Press, Cambridge, UK, pp. 28–45.

Trathan, P.N., Forcada, J., Murphy, E.J., 2007. Environmental forcing and Southern
Ocean marine predator populations: effects of climate change and variability. Phil.
Trans. R. Soc. B 362, 2351–2365.

Trivelpiece, W.Z., Hinke, J.T., Miller, A.K., Reiss, C.S., Trivelpiece, S.G., Watters, G.M.,
2011. Variability in krill biomass links harvesting and climate warming to penguin
population changes in Antarctica. Proc. Natl. Acad. Sci. U. S. A. 18, 7625–7628.

Turner, J., Comiso, J.C., Marshall, G.J., Lachlan-Cope, T.A., Bracegirdle, T., Maksym, T.,
Meredith, M.P., Wang, Z., Orr, A., 2009. Non-annular atmospheric circulation
change induced by stratospheric ozone depletion and its role in the recent increase
of Antarctic sea ice extent. Geophys. Res. Lett. 36, L08502. doi:10.1029/
2009GL037524.

Vaughan, D.G., Marshall, G.J., Connolley, W.M., Parkinson, C., Mulvaney, R., Hodgson,
D.A., King, J.C., Pudsey, C.J., Turner, J., 2003. Recent rapid regional climate warming
on the Antarctic Peninsula. Clim. Chang. 60, 243–274.

Veit, R.R., Hunt, G.L., 1992. The spatial dispersion of seabirds near the South Orkney
Islands and the Weddell-Scotia confluence. Polar Biol. 11, 637–641.

Verity, P.G., Smetacek, V., 1996. Organism life cycles, predation, and the structure of
marine pelagic ecosystems. Mar. Ecol. Prog. Ser. 130, 277–293.

Waluda, C.M., Collins, M.A., Black, A.D., Staniland, I.J., Trathan, P.N., 2010. Linking
predator and prey behaviour: contrasts between Antarctic fur seals and macaroni
penguins at South Georgia. Mar. Biol. 157, 99–112.
Ward, P., Whitehouse, M., Meredith, M., Murphy, E., Shreeve, R., Korb, R., Watkins, J.,
Thorpe, S., Woodd-Walker, R., Brierley, A., Cunningham, N., Grant, S., Bone, D.,
2002. The southern Antarctic circumpolar current front: physical and biological
coupling at South Georgia. Deep Sea Res. Part I 49, 2183–2202.

Ward, P., Whitehouse, M., Brandon, M., Shreeve, R., Woodd-Walker, R., 2003.
Mesozooplankton community structure across the Antarctic circumpolar current
to the north of South Georgia: Southern Ocean. Mar. Biol. 143, 121–130.

Ward, P., Grant, S., Brandon, M., Siegel, V., Sushin, V., Loeb, V., Griffiths, H., 2004.
Mesozooplankton community structure in the Scotia Sea during the CCAMLR 2000
Survey: January–February 2000. Deep Sea Res. Part II 51, 1351–1367.

Ward, P., Shreeve, R., Whitehouse, M., Korb, B., Atkinson, A., Meredith, M., Pond, D.,
Watkins, J., Goss, C., Cunningham, N., 2005. Phyto- and zooplankton community
structure and production around South Georgia (Southern Ocean) during Summer
2001/02. Deep Sea Res. Part I 52, 421–441.

Ward, P., Shreeve, R., Atkinson, A., Korb, B., Whitehouse, M., Thorpe, S., Pond, D.,
Cunningham, N., 2006. Plankton community structure and variability in the Scotia
Sea: austral summer 2003. Mar. Ecol. Prog. Ser. 309, 75–91.

Ward, P., Whitehouse, M., Shreeve, R., Thorpe, S., Atkinson, A., Korb, R., Pond, D., Young,
E., 2007. Plankton community structure south and west of South Georgia
(Southern Ocean): links with production and physical forcing. Deep Sea Res. Part
I 54, 1871–1889.

Ward, P., Meredith, M.P., Whitehouse, M.J., Rothery, P., 2008. The summertime
plankton community at South Georgia (Southern Ocean): comparing the historical
(1926/1927) and modern (post 1995) records. Prog. Oceanogr. 78, 241–256.

Whitehouse, M.J., Priddle, J., Symon, C., 1996a. Seasonal and annual change in seawater
temperature, salinity, nutrient and chlorophyll a distributions around South
Georgia, South Atlantic. Deep Sea Res. Part I 43, 425–443.

Whitehouse, M.J., Priddle, J., Trathan, P.N., Brandon, M.A., 1996b. Substantial open-
ocean phytoplankton blooms to the north of South Georgia, South Atlantic, during
summer 1994. Mar. Ecol. Prog. Ser. 140, 187–197.

Whitehouse, M.J., Priddle, J., Brandon, M.A., Swanson, C., 1999. A comparison of
chlorophyll/nutrient dynamics at two survey sites near South Georgia, and the
potential role of planktonic nitrogen recycled by land-based predators. Limnol.
Oceanogr. 44, 1498–1508.

Whitehouse, M.J., Priddle, J., Brandon, M.A., 2000. Chlorophyll/nutrient characteristics
in the water masses to the north of South Georgia, Southern Ocean. Polar Biol. 23,
373–382.

Whitehouse, M.J., Korb, R.E., Atkinson, A., Thorpe, S.E., Gordon, M., 2008a. Formation,
transport and decay of an intense phytoplankton bloom within the High-Nutrient
Low-Chlorophyll belt of the Southern Ocean. J. Mar. Syst. 70, 150–167.

Whitehouse, M.J., Meredith, M.P., Rothery, P., Atkinson, A., Ward, P., Korb, R.E., 2008b.
Rapid warming of the ocean around South Georgia, Southern Ocean, during the
20th century: forcings, characteristics and implications for lower trophic levels.
Deep Sea Res. Part I 55, 1218–1228.

Whitehouse, M.J., Atkinson, A., Ward, P., Korb, R.E., Rothery, P., Fielding, S., 2009. Role
of krill versus bottom–up factors in controlling phytoplankton biomass in the
northern Antarctic waters of South Georgia. Mar. Ecol. Prog. Ser. 393, 69–82.

Whitehouse, M.J., Atkinson, A., Rees, A.P., 2011. Close coupling between ammonium
uptake by phytoplankton and excretion by Antarctic krill, Euphausia superba. Deep
Sea Res. Part I 58, 725–732.

Wiebe, P.H., Ashjian, C.J., Lawson, G.L., Pinones, A., Copley, N.J., 2011. Horizontal and
vertical distribution of euphausiid species on the Western Antarctic Peninsula U.S.
GLOBEC Southern Ocean study site. Deep Sea Res II 58, 1630–1651.

Williams, T.D., 1995. The Penguins. Oxford University Press, Oxford.
Xavier, J.C., Croxall, J.P., Trathan, P.N., Wood, A.G., 2003. Feeding strategies and diets of

breeding grey-headed and wandering albatrosses at South Georgia. Mar. Biol. 143,
221–232.

Young, E.F., Meredith, M.P., Murphy, E.J., Carvalho, G.R., 2011. High-resolution
modelling of the shelf and open ocean adjacent to South Georgia, Southern
Ocean. Deep Sea Res. Part II 58, 1540–1552. doi:10.1016/j.dsr2.2009.11.003.

http://dx.doi.org/10.1029/2007JC004269
http://dx.doi.org/10.1029/2000JC000299
http://dx.doi.org/10.1029/2009GL037524
http://dx.doi.org/10.1029/2009GL037524
http://dx.doi.org/10.1016/j.dsr2.2009.11.003

	Comparison of the structure and function of Southern Ocean regional ecosystems: The Antarctic Peninsula and South Georgia
	1. Introduction
	2. Structure and function of the wAP and South Georgia ecosystems
	2.1. The Southern Ocean context of the wAP and South Georgia ecosystems
	2.2. The physical basis of wAP and South Georgia ecosystems
	2.2.1. Oceanographic conditions
	2.2.2. Coastal habitats

	2.3. Primary producers and links to secondary producers
	2.4. Secondary producers: zooplankton and krill
	2.5. Tertiary producers: nekton and higher predators
	2.6. Spatial variability and connectivity

	3. Generic representation of wAP and South Georgia food web structure
	4. Ecosystem structure and function: affects of variability and change
	5. On the comparison of ecosystems—scale, structure, function and variability
	6. Summary
	Acknowledgements
	References




