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INTRODUCTION

The Australasian region (plus Australian and New
Zealand Antarctic Territories) is home to 11 seal
(Suborder Pinnipedia) species belonging to two families:
the Phocidae (true or earless seals) and the Otariidae
(eared seals) (King, 1988). The taxonomy of this fauna
(with breeding areas) is summarized in Table 1. The
diversity of habitats occupied by these amphibious mam-
mals (i.e., both marine and terrestrial), the history of their
exploitation by humans and subsequent re-establishment,
and their accessibility for study provide many opportuni-
ties for theoretical, conservation and management
research within Australasia.

Understanding the causes of these changes in popu-
lation size is important for the conservation of these
species and for an assessment of the magnitude of natur-
al and anthropogenic changes to the marine environment.
Questions regarding the processes and repercussions of
these sometimes rapidly expanding populations are
many. From an environmental perspective, we still do not
fully understand the relationship that seals have with the
variability of ocean productivity. What oceanographic
and climatic factors influence, or ultimately control pop-
ulation trends? Further, potential anthropogenic changes
in climatic and oceanographic processes or prey distribu-
tion and abundance may have important impacts on these
populations. Global warming, increased variability in El
Niño-Southern Oscillation (ENSO) events, human fish-
eries and expanding human populations can be expected
to play a role in influencing population trends.

Many otariid species in the region have been heavily
exploited by humans, but have subsequently re-colonized
much, if not most, of their former ranges. Exploitation
included hunting for food by indigenous peoples
(Davidson, 1984; Smith, 1989), or for fur or blubber from
the late 18th century to the early 20th century by
Europeans (Strange, 1973; Best and Shaughnessy, 1979;
Chapman, 1981; Richards, 1982, 1994; Ling, 1999).
However, Antarctic ice seals (i.e., Weddell, leopard,
Ross, crabeater seals), escaped much of the broad-scale
exploitation observed for other species. Seal harvesting
decimated otariid populations, resulting in mass extirpa-
tion from most of their previous ranges, while elephant
seal populations were severely reduced at all major
breeding sites (Laws, 1960, 1994; Bonner and Laws,

1964; Bonner, 1982; King, 1983; Hindell and Burton,
1988; Richards, 1994). In recent times, all pinniped
species within the region have come under some nation-
al and international protection (Antarctic Treaty, 1980;
Bonner, 1982; Warneke, 1982; Wildlife Protection Act,
1982; Warneke and Shaughnessy, 1985; Robinson and
Dennis, 1988; Shaughnessy, 1999).

With the cessation of the major harvesting of otariids
near the end of the 19th century, most populations have
been increasing rapidly in number and extent (Payne,
1977; Bester, 1980, 1990; Hes and Roux, 1983; Roux,
1987; Smith, 1988; Shaughnessy and Goldsworthy, 1990;
Wilkinson and Bester, 1990; Guinet et al., 1994; Laws,
1994; Lalas and Harcourt, 1995; Hofmeyr et al., 1997;
Shaughnessy, 1998; Bradshaw et al., 2000a). For exam-
ple, Antarctic fur seals on South Georgia increased from
approximately 369,000 in 1976 (Payne, 1979) to nearly
1.2 million by 1984 (McCann and Doidge, 1987). New
Zealand fur seals in Australia and New Zealand have re-
occupied much of their former range and are increasing
rapidly (Shaughnessy, 1999; Bradshaw et al., 2000a).
Whether populations will return to equilibrium with
respect to the available resources is unknown. For exam-
ple, with the southern elephant seal there was rapid
recovery immediately after exploitation followed by sig-
nificant declines in some populations (Hindell and
Burton, 1987; Laws, 1994; Hindell et al., 1994); although
they are among the world’s rarest pinnipeds, there are
insufficient data to determine what is happening to popu-
lations of either the Australian sea lion (Neophoca
cinerea) or the New Zealand sea lion (Phocarctos hook-
eri) (Gales and Costa, 1997). 

Changes in population trends and distribution com-
bined with potential climatic changes make the study of
pinniped behaviour a useful tool for improving our
understanding of oceanographic processes. However, up
until the 1980s, most of the at-sea distribution and behav-
iour of pinnipeds was unknown or poorly understood.
Studies of pinniped foraging ranges are difficult to assess
due to the often-extensive area used while at sea; New
Zealand fur seals travel up to 220 km from the colony
(Harcourt and Davis, 1997), southern elephant seals
>3,000 km (McConnell and Fedak, 1996; Hindell and
McMahon, 2000). With advances in communications
technology, biologists have begun to accumulate data on
foraging behaviour and ranges as well as variability in
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time and space. In addition, the availability of broad-
scale satellite imagery has improved to the point where
biologists can use bio-physical measures of ocean pro-
ductivity to understand the relationship between pin-
nipeds and their marine environment (McConnell et al.,
1992; McCafferty et al., 1998, 1999; Bornemann et al.,
2000; Guinet et al., 2001).

The main technological advance enabling biologists
to collect data on seals’ at-sea behaviour was the devel-
opment of a data-archiving tag known as the Time-Depth
Recorder, commonly abbreviated to ‘TDR’ (Gentry and
Kooyman, 1986b). The original devices were large, cum-
bersome and collected data on depth and time using a
mechanical clock and inscribing trace. Nevertheless, they
permitted a first glimpse into the clandestine life of div-
ing animals (Kooyman, 1965; Kooyman et al., 1976;
Gentry and Kooyman, 1986b). By the late 1980s, micro-
processor-controlled TDRs were collecting data on the
at-sea behaviour of seals and other marine animals
(Gentry and Kooyman, 1986a; Le Boeuf et al., 1989;
Goebel et al., 1991; Hindell et al., 1991b; Bengston and
Stewart, 1992; Boness et al., 1994; Boyd and Croxall,
1996). Technology has continued to improve to the point
where today’s TDRs have not only increased archiving
capacity, but can also record a variety of additional vari-
ables including temperature, light levels, conductivity,
swim velocity, heart rate and stomach temperature. In
addition, other devices such as animal-mounted, minia-
ture video cameras, electronic compasses, accelerometers
and inclinometers can provide more precise behavioural
information (Davis et al., 1999).

It is not our intention to review the vast literature
describing the applications and data recorded by TDRs
and other behavioural data archival tags; we have devot-
ed this chapter to the description of techniques available
for the study of the spatial use of the sea by pinnipeds
(i.e., marine movements). Many of these techniques can
enhance information collected from TDRs, or they can be
used independently to provide other types of data. Here

we provide detailed descriptions of the applicability and
efficiency of each technique using recent examples of
research on three Australasian pinnipeds. These tech-
niques include satellite telemetry, geo-location, acoustic
tracking and radio tracking. We also discuss the future of
potential technological advances in these techniques to
continually improve the information available on this
group of marine mammals.

SATELLITE TRACKING

PLATFORM TRANSMITTER TERMINALS
(PTTs)

One of the more common methods employed to
locate seals at sea is satellite telemetry, which requires a
platform transmitter terminal (PTT) to be attached to the
animal (Plate 132). PTTs transmit a UHF (ultra-high fre-
quency) pulse to satellites orbiting the Earth. The system
employed by ecologists for tracking animals is the
ARGOS satellite-based system, which was implemented
in 1979 by the French space agency (CNES), U.S.
National Oceanic and Atmospheric Administration
(NOAA) and the U.S. National Aeronautics Space
Administration (NASA) (Argos, 1989). The system works
in four simple stages: 1) the ARGOS transmitter is
deployed on the seal and automatically sends a message at
a pre-determined rate to multiple low-Earth orbit satel-
lites; 2) these messages are then relayed from satellite to a
ground station; 3) which then automatically forwards the
data to the ARGOS processing centre in France. The data
are then processed to calculate the location of the trans-
mitter and; 4) the results are delivered to the researcher.
Locations can vary in accuracy and are divided into qual-
ity classes by ARGOS. These are: Z = invalid location;
A/B = no estimate of accuracy; 0 = >1000 m; 1 = >350 to
<1000 m; 2 = >150 to <350 m; and 3 = <150 m (Argos,
1989).
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Table 1. List of pinniped species found in the Australasian region (modified from Shaughnessy, 1999).

Family Scientific Name Common English Name Breeding Area

Phocidae Mirounga leonina southern elephant seal subantarctic islands
Hydrurga leptonyx leopard seal Antarctica (sea ice)
Lobodon carcinophagus crabeater seal Antarctica (sea ice)
Leptonychotes weddelli Weddell seal Antarctica (fast ice)
Ommatophoca rossii Ross seal Antarctica (sea ice)

Otariidae Phocarctos hookeri New Zealand sea lion New Zealand (subantarctic islands and mainland)
Neophoca cinerea Australian sea lion mainland Australia
Arctocephalus forsteri New Zealand fur seal mainland Australia/NZ/subantarctic islands
Arctocephalus pusillus doriferus Australian fur seal* mainland Australia
Arctocephalus gazella Antarctic fur seal subantarctic islands
Arctocephalus tropicalis subantarctic fur seal subantarctic islands

* A subspecific designation is given to distinguish these populations from the Cape fur seals (A. pusillus pusillus) of southern Africa.



PTTs can vary in complexity with the simplest
device containing only the transmitter, battery and anten-
na all housed in a waterproof casing. Seals spend much of
their time submerged during their foraging trips and sig-
nal transmission at these times is a waste of battery
power. Another way to save on battery power and costly
satellite time (Table 2) is to inhibit the number of signals
emitted while the animal is on land or ice. These type of
transmissions are controlled by a conductivity switch
which, when not activated by salt water for a predeter-
mined period, inhibits the signal (i.e., the ‘haul-out
threshold’).

Other possible modifications to PTTs for pinnipeds
may include modified TDRs with a pressure transducer
that suspends signal transmission while the animal is div-
ing and restarts transmission as the seal approaches the sur-
face (McConnell et al., 1994). Attaching archival tags,
such as TDRs to collect dive behaviour, swim speeds, light
intensity and water temperature and then transmit those
data to the satellites can further increase the data collected
for each deployment. However, there are limitations in the
amount of supplementary data that can be transferred via
satellites due to restricted transmission rates. 

However, the size (i.e., frontal surface area) and
weight of the instruments, caused by the requirement for
large batteries (e.g., up to 400 g), can cause excessive drag
on the seal while swimming. Even with the continued
miniaturization of electronic components, large devices
can limit the number of species and age-classes on which
instruments can be deployed (see also Boyd et al., 1991;
Culik et al., 1994; Walker and Boveng, 1995; Boyd et al.,

1997; Harcourt and Davis, 1997 for results on the effects
of deploying instruments on marine animals). 

In addition, an important consideration when using
PTTs is that large samples (i.e., >10 PTT units) are
uncommon due to the cost of the devices themselves and
the use of the satellites (Table 2). Often the most expen-
sive component of studies employing PTTs is the charge
incurred by using the ARGOS satellite system rather than
the initial cost of the devices. One advantage of this high
cost is that data retrieval occurs whether or not the instru-
ment itself is recovered. When the population to be stud-
ied is in an extremely remote, or difficult to access area
(e.g., pack ice or islands at high latitudes) or the species
being studied is elusive and difficult to re-catch, time and
money do not need to be invested to retrieve archived data
(this is the case when using TDRs). Researchers therefore
need to assess not only the minimum sample size required
to answer their proposed questions, but also must deter-
mine the magnitude of difficulty in accessing the data.

FUR SEALS AND FISHERIES: USING
SATELLITES TO ASSESS OVERLAP

After the initiation of commercial sealing in the late
18th century, Australian fur seal populations were severe-
ly reduced, although the exact degree of the reduction is
unknown (Warneke and Shaughnessy, 1985). The
Australian fur seal has been protected for most of the last
century and its numbers are now increasing (Warneke
and Shaughnessy, 1985; Shaughnessy et al., 1995;
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Table 2. Approximate costs per unit (1999–2000 prices in Australian dollars*) and additional costs (e.g., data retrieval,
necessary equipment, etc.), for a range of remote data-collection devices. Examples of unit sources are given (for
a more comprehensive list, see the website http://www.biotelem.org/). Figures quoted should only be used as rel-
ative guides, since actual market costs fluctuate rapidly.

Unit Type Unit/Cost ($) Other Costs Source

PTT 1,700–3,000 data retrieval Sirtrack, N.Z.; Microwave Telemetry, U.S.A.; GFT, Germany (unit);
(30/day/unit) Argos, France (data retrieval)

GPS§ 400–600§ unit retrieval B. Philips, Australian Antarctic Division; private development
(manual costs)

geo-locating TDR 2,000 unit retrieval Wildlife Computers, U.S.A.; Vemco Ltd., Canada;
Lotek Marine Technologies, Canada

acoustic transmitter 1,075 (depth 47,000 (4-buoy Vemco Ltd., Canada; Lotek Marine Technologies, Canada;
modulated) array); unit retrieval HTI, U.S.A.

VHF radio 220 1,500 (scanner & aerial) numerous sources
9,200 (data logger)

mini-CTD 400–600 unit retrieval Star-Oddi, Iceland

route recorder 500–600† unit retrieval IEI‡, Italy; F. Bonadonna, CNRS, France

* Some AUD prices are converted from USD at a rate of 0.60 AUD/USD.
§ Projected cost.
† Non-commercial construction cost.
‡ Instituto per l’Elaborazione dell’Informazione, Pisa.



Arnould and Littnan, 2000). They are now found
throughout south-eastern Australian coastal waters and as
far north as Jervis Bay, N.S.W. (Shaughnessy, 1999). As
is the case with many seal species, the Australian fur seal
has been suggested to be a major competitor with fish-
eries, in particular with the South-east Trawl Fishery
(SETF) (Anon., 1998, 1999). Several other smaller fish-
eries occur within the range of Australian fur seals
including the South-east Non-Trawl Fishery (SENTF),
the Southern Squid Jig Fishery (SSJF), and the Jack
Mackerel Fishery (JMF) (Anon., 1998, 1999).

To determine if overlap (i.e., using the same
resources, as opposed to ‘competition’, which is ‘an
interaction in which one organism consumes a resource
that would have been available to, and might have been
consumed by, another’—Begon et al., 1986, p. 199)
exists between seals and the fisheries two basic criteria
must be met: (1) overlap in prey species eaten or harvest-
ed (Harwood, 1992; Fea and Harcourt, 1997), and (2)
overlap in areas fished (Harwood, 1992; Harcourt and
Davis, 1997). With regard to criterion number one,
Australian fur seals do eat commercially hunted fish.
Indeed, 60% of the prey species of Australian fur seals
(Gales et al., 1993; Gales and Pemberton, 1994; Littnan,
unpublished data) are fished commercially (Anon., 1998,
1999). However, the effect this overlap may have on the
subsistence of both fur seals and the fisheries is unclear.
Further research is required to determine annual, season-
al and spatial variation in Australian fur seal diet, fur seal
prey consumption rates, and population dynamics of both
fur seals and fish stocks.

The second part of the equation is obtaining informa-
tion on the overlap between areas used by seals and com-
mercial fishing grounds (Harwood, 1992; Harcourt and
Davis, 1997). This is important for managing fish stocks
for sustainable use while ensuring the persistence of seal
populations. TDRs and PTTs have been deployed on ani-
mals in Tasmanian and Victorian waters to determine for-
aging locations and dive behaviour (Arnould, Harcourt,
Hindell, Kirkwood, Littnan, Pemberton, unpublished
data). Much of the work has been done with adult female
fur seals for a number of reasons. First, they return to the
colony to suckle their pups and so expensive instruments
may be recovered. Second, females are significantly
smaller and therefore, more tractable and more easily han-
dled than males. Third, and most importantly, females
provide information on the reproductive performance
(and thus trends) of the population. 

A majority of dives recorded from female fur seals
on Kanowna Island (see Figure 1) were to 65–85 metres,
suggesting that animals feed primarily on the continental
shelf within Bass Strait (Arnould, Hindell, Littnan,
unpublished data). This is supported by data from ten
females fitted with PTTs: Kanowna Island (n = 3), The
Skerries (n = 1) and Tenth Island (n = 6). Figure 1 shows
a composite of these data expressed as the amount of
time spent in hours per 20 km x 20 km grid cell. Data
from Kanowna Island and The Skerries (Arnould,

Harcourt, Littnan, unpublished data) show females for-
aging within Bass Strait between Tasmania and Victoria,
but also along the east coast of Victoria near Lakes
Entrance. One female even foraged along the N.S.W.
coast as far north as Merimbula. The Tenth Island
females foraged entirely within southern Bass Strait and
within 200 km of the colony (Hindell, Pemberton,
McCarrey, unpublished data). In addition, four adult
males have been tracked from Seal Rocks in northern
Bass Strait (Kirkwood, Gales, Lynch, Dann, 2000, per-
sonal communication). These seals foraged mostly in
western Bass Strait, where water depths are <100 m, and
>20 km from any land (Kirkwood, 2000, personal com-
munication). 

With the limited data available, it appears that seals
foraging in Bass Strait and Tasmanian waters may have
some spatial overlap with the relatively small Jack
Mackerel Fishery. The greatest region of overlap is along
the east coast of Victoria, near Lakes Entrance, where the
continental slope occurs very close to shore (see Irvine et
al., 1997). It may be that some fur seals in colonies to the
north of eastern Bass Strait forage in areas where there is
substantial commercial fishing, but much more informa-
tion is still required to comment on the degree of overlap
between Australian fur seals and Australian commercial
fisheries. 

GEO-LOCATION

LOCATIONS AT SEA (FROM TEMPERATURE
AND LIGHT RECORDINGS)

An alternative to satellite location of animals at sea is
to record environmental parameters that can be processed
later to provide an indication of where the seal was at the
time that the recordings were made. In the late 1980s and
early 1990s, this technique began by using water temper-
atures that were recorded concurrently with depth data in
early TDRs (Hindell, 1991; Slip et al., 1994).
Comparisons of temperatures when the animal is at the
surface with concurrent sea surface temperature data
(generally derived from satellite imagery) can be used to
estimate in which general oceanographic regions (e.g.,
south of the Antarctic Polar Front—Hull, 1999) the ani-
mals were foraging. In deeper diving animals, these loca-
tions can be refined by including temperature data at a
range of depths, for example 100, 200 and 500 m, and
relating them to oceanographic temperature-depth pro-
files (Hindell et al., 1991a). These additional data enable
animals to be located to more precise areas of the ocean
(Slip, 1997). The precision of these estimates depends on
the magnitude of variation in the vertical thermal struc-
ture of the water column and on the detail and accuracy
of the oceanographic data. Unfortunately, the latter are
sparse for some regions of the ocean and for some times
of the year. Nonetheless, this technique remains a power-
ful analytical tool in marine ecology.
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An alternative parameter used to locate animals is
light intensity (DeLong et al., 1992). Again, this is done
conventionally in association with a TDR, which is pro-
grammed to record light intensity at set time intervals, or
when the animal is within a set distance from the surface.
The basic data of light intensity, time and depth can be
processed to calculate the time of sunrise and sunset for
each day that the animal has spent at sea. Standard equa-
tions for solar navigation (Nautical Almanac Office,
1991) can then convert this information into estimates of
latitude and longitude for that day. 

The use of light levels to estimate position on the
Earth’s surface is not as accurate as locations derived

from satellite telemetry. Even at their very best, locations
will be accurate only to within approximately one degree
of latitude (i.e., 111 km), and often they are less accurate
than this (Hill, 1994). One problem is estimating the time
of sunrise and sunset from light data recorded on active-
ly swimming and diving animals. The resultant light
curves are rarely smooth, and the algorithms employed to
smooth and interpolate between the points often have
trouble identifying the time of sunrise or sunset with suf-
ficient accuracy. Another source of error occurs when an
animal moves several hundred kilometres in a day.
Movements to the east or west will artificially increase or
decrease the apparent day length, and subsequently pro-
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Figure 1. Plot of the time spent at sea by Australian fur seals equipped with satellite transmitters. Animals were
captured and released from The Skerries (n = 1; 21 Jun.–27 Aug. 1999), Kanowna Island (n = 3; 27 May–18 Nov.
1999) (Littnan, Harcourt, Arnould, unpublished data) and Tenth Island (n = 6; 18 Dec. 1996–26 Feb. 1997)
(Hindell, Pemberton, McCarrey, unpublished data).



vide inaccurate locations. Perhaps the main limitation to
the method is the occurrence of the equinoxes. During an
equinox, day length is the same over the entire globe,
making accurate assessment of latitude impossible,
although longitude is not affected. This means that there
are generally several weeks each year for which latitudi-
nal fixes cannot be made. Polar regions offer special
problems because they have extended periods of com-
plete daylight, or complete darkness, which again pre-
vents the derivation of a location. Likewise, equatorial
regions with their limited variation in day length provide
few navigational cues. Geo-location is therefore most
effective when used in mid-latitudes between 10 and 60
degrees.

Some studies have attempted to validate geo-location
from light levels against known at-sea locations either
from ships (DeLong et al., 1992), or from animals carry-
ing both geo-location TDRs and satellite transmitters
(van den Hoff, unpublished data). The validation studies
have confirmed that, under ideal conditions, locations at
sea derived from light levels are accurate to ±100 km,
and that biases increase with increasing latitude. These
validations are a crucial component of geo-location stud-
ies as they determine the appropriate scale for the subse-
quent analysis of location data, and for the calculation of
adjustment algorithms.

Despite the problems associated with light levels in
estimating the location of animals at sea, this technique
has been used successfully on a number of species
(Goldsworthy et al., 1997; Stewart, 1997; Hull, 1999).
There are two prerequisites for the successful use of light
data:
(1) A suitable question: studies need to address questions

that are concerned with meso-scale events (i.e., in the
order of �100 km2). Ecological variables that oper-
ate on these scales are events such as ocean currents,
frontal systems, bathymetry and some types of fish-
eries activity.

(2) A suitable species: studies need to focus on species
that cover a large area of ocean (Stewart and
DeLong, 1993). As the best accuracy possible is to
within one degree of latitude or longitude, species
that do not move >100 km during a foraging trip will
reveal little of value. Alternatively, animals that trav-
el too far too quickly, such as far-ranging sea birds,
will have large errors associated with their locations.
Ideal species are those that make foraging trips of
more than 10 days, range over at least several hun-
dred kilometres, and do not move more than 200 km
per day.

ADVANTAGES OF GEO-LOCATION

Geo-location systems have several advantages over
existing telemetric systems. Telemetric devices have
antennae that need to leave the water before they can
transmit a signal, which restricts where on the body the

devices can be placed, and may increase the drag while
the animal is submerged and swimming (see Boyd et al.,
1991; Walker and Boveng, 1995; Harcourt and Davis,
1997). The relatively compact size of light-archiving
units reduces the amount of drag, thus permitting deploy-
ment of the devices on small marine animals such as pen-
guins and small fur seals (Hull, 1997). TDRs with light-
archiving capability record depth and water temperature
(and sometimes other parameters such as swimming
speed), enabling all of these data to be referenced spa-
tially and greatly enhancing the usefulness of conven-
tional diving behaviour data. To collect similar informa-
tion using radio or satellite telemetry requires much larg-
er units incorporating additional sensors and archival
capacity, or even two separate units (e.g., a transmitter
and a TDR shown in Plate 134). Both of these options
increase size and drag and restrict both the choice of
species and duration of deployments. However, the single
biggest advantage to geo-location TDRs is cost. The ini-
tial purchase of a satellite transmitter can be up to twice
or three times that of a TDR, and then there is an addi-
tional daily charge while the units transmit (Table 2).
There is therefore a trade-off between using satellite
transmitters and getting more high-quality locations per
animal (but for fewer animals) without the burden of unit
retrieval, or using light-archivers and getting fewer, less
accurate locations per animal but from a far greater num-
ber of animals after unit retrieval. The resolution to this
dilemma lies in the nature and scale of the questions
being asked, and the probability of retrieving instruments
after initial deployment.

ELEPHANT SEALS FORAGING IN
THE SOUTHERN OCEAN

One species that is particularly well suited to geo-
location is the southern elephant seal. This species has a
circumpolar distribution, breeding on subantarctic
islands, and dispersing into the Southern Ocean for peri-
ods of up to eight months at a time (Hindell and Burton,
1988; Hindell et al., 1991a; McConnell et al., 1992;
Fedak and McConnell, 1993; Figure 2). Geo-location has
been used to track these animals from several of their
major breeding sites, and has revealed much about their
migration patterns (Bester and Pansegrouw, 1991; Jonker
and Bester, 1998). Adult seals migrate twice each year:
the first migration is after the breeding season when the
animals need to re-build their fat reserves for the coming
moult. During this time, they can disperse up to 2,500 km
from the breeding site. In females, this post-breeding
migration lasts for a mean of 70 days, and in males it lasts
for about 90 days (Le Boeuf and Laws, 1994). For ele-
phant seals that breed on subantarctic Macquarie Island,
males tend to concentrate their post-breeding foraging
effort over the Antarctic continental shelf, and to a lesser
extent over subantarctic ridges such as the Campbell
Plateau (Slip et al., 1994). Dispersal of adult females is
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more variable and often more pelagic; females have been
located in a range of marine habitats from the Antarctic
continental shelf, to oceanic waters north of the sub-
antarctic convergence (McConnell et al., 1992; Slip et
al., 1994). The second migration is longer (up to 8
months in females and 6 months in males) and takes
place after the annual moult. General patterns of disper-
sal seem to be the same as during the post-breeding
migration, although less is known about this phase (Slip
et al., 1994).

Due to the wide-ranging and protracted nature of
their migrations, elephant seals are ideal subjects for
questions that are directed towards meso-scale events.
One example of this type of study is recent work using
geo-locating TDRs, which aims to quantify the physical
and biological oceanographic characteristics that deter-
mine the foraging grounds, and ultimately the foraging
success, of adult females (Bradshaw, Hindell, Michael,
unpublished data). A study on female foraging ecology
began in the summer of 1999–2000. Here, 17 female ele-
phant seals from Macquarie Island were instrumented

with TDRs (Plate P2) and the data collected confirmed
that there was considerable individual variation in the
areas of the Southern Ocean used by these seals (Figure
3). Animals from Macquarie Island moved to the west,
the north-east (adjacent to the Campbell Plateau), to the
south-west into the Antarctic pack ice, and >2,000 km to
the east.

Although helpful in indicating general dispersal pat-
terns, the plotted tracks of seal locations themselves yield
little quantitative information. A more informative way to
represent these data is to calculate the time that the animals
actually spent in each part of the ocean. For elephant seals
tracked with geo-location, an appropriate spatial resolution
is reflected by a raster grid consisting of 100–200 km2

cells. Presenting the data for all 17 seals as ‘time spent’ per
grid cell produces a much clearer picture of their spatial
use (Figure 4). There is a clear trend for the seal activity to
be concentrated along a band extending in an approxi-
mately north-west to south-east direction, and within the
band there are regions of high use. Similar regions of high
use are associated with the Antarctic continent, and near
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Figure 2. The breeding distribution of southern elephant seals (Mirounga leonina) in the Southern Ocean (after King,
1983; Ling and Bryden, 1992; Slade, 1997).



the Antipodes Islands (Figure 3). This figure represents all
the data combined over a 100-day period, but it is also
helpful to represent the data on more restricted time scales
(Figure 5). This representation indicates that the areas of
the Southern Ocean visited and time spent there differ
throughout the spring and summer, reflecting the outward
part of their migrations, the time spent at remote feeding
grounds, and the return phase.

How top predators respond to variation in the inten-
sity and location of food patches in their environment
will, in the long term, influence population trends (Testa
et al., 1990; Boyd and Arnbom, 1991; Burton, 1998).
Spatial and temporal distribution data from seals can be
incorporated into models that help us interpret how they
vary their movements in relation to prey abundance. An
extension of these models would allow the prediction of
elephant seal behaviour as a function of a range of phys-
ical and biological ocean variables (Croxall et al., 1988;
Whitehead et al., 1990; Testa et al., 1991; Trillmich and
Ono, 1991; Burton, 1998; McCafferty et al., 1998, 1999;
Bornemann et al., 2000; Guinet et al., 2001). 

At this time it is still difficult to estimate the configu-
ration of oceanographic features, but we do have access to
some data that are at least partially related to the biologi-
cal productivity of the Southern Ocean (Vincent et al.,
1991; Ansorge et al., 1999). Measurements of sea-surface
temperature, bathymetry, ocean currents and ocean colour
(a proxy for chlorophyll A, produced by phytoplankton)
are made through satellite imagery of the ocean surface at
a variety of temporal and spatial scales. Assessing these
properties at scales similar to those produced by the
remote data for elephant seals at sea can produce models
that best explain the observed patterns of seal distribution
and foraging behaviour. Spatial data for all input variables
are best organized and presented using geographic infor-
mation systems—see pp.873–887 (Flemons and Cassis,
2006)—and associated using standard spatial correlations
(Odland, 1988), or more recently, artificial neural net-
works (Bradshaw et al., 2002). Such analyses are starting
to provide powerful predictive tools that describe elephant
seal distribution under various oceanographic scenarios
(Bradshaw, Hindell, unpublished data). The analyses will
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Figure 3. Plot of the four extreme female elephant seal tracks made in the 1999–2000 post-lactation foraging trip (Oct.
1999–Jan. 2000).



be made even more powerful by incorporating behaviour-
al data recorded simultaneously with location data that
can provide indices of foraging effort (such as number of
dives, total time spent at depth, and total vertical distance)
at the same scales. Although in its infancy, the integrative
modelling approach to marine predator studies is an excit-
ing, new development that will shed light on linkages
between biology and the environment that could not be
explored in the past.

ACOUSTIC TRACKING

MEASURING BEHAVIOUR IN
THREE DIMENSIONS

TDRs have revolutionized our understanding of the
ecology of diving animals (Gentry and Kooyman,
1986a). Yet despite their technical sophistication, to date
they have one major limitation: dive profiles for records
produced by archival tags are limited normally to two

dimensions: time and depth. However, diving animals
inhabit a three-dimensional world (four dimensions if
time is included). Although satellite telemetry allows us
to visualize movements over broad spatial scales, it can-
not provide information on fine-scale directional
changes, that is, within individual dives. Although
archival tags record other parameters, such as swim
velocity, that provide a mechanism for calculating dive
angle and activity changes in different phases of each
dive (Ponganis et al., 1990; Thompson and Fedak, 1993;
Boyd et al., 1995; Horning and Trillmich, 1997), most
still do not provide information on finer-scale activity;
however, for further discussion of route recorders, see the
Other Techniques section (p.901).

To counter this problem, alternative methods of
studying dive behaviour of seals are available. One
method employs an acoustic tracking system that enables
the reconstruction of the movements of individual seals
in four dimensions (the horizontal X and Y coordinates,
the vertical Z coordinate (or depth and time) (Wartzok et
al., 1992a, b; Harcourt et al., 2000). The degree of preci-
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Figure 4. Plot of the time spent at sea for 17 female southern elephant seals during the 1999–2000 post-lactation
foraging trip (Oct. 1999–Jan. 2000). Darker shades indicate more time spent in those grid cells.
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sion with this technique is high (within 1–2 m3), and it
can be used with a number of animals simultaneously.
Therefore, it allows for the measurement of changes in
the underwater behaviour of individual seals relative to
each other, and is thus a powerful tool in the study of
social behaviour.

FORAGING OF WEDDELL SEALS
UNDER ANTARCTIC ICE

Acoustic tracking has been used on Weddell seals
(Hindell et al., 1999; Harcourt et al., 2000) which give
birth and suckle their pups on fast ice at the coastal mar-
gins of Antarctica during the Austral spring (Castellini et
al., 1992a). Females leave the water along tide-cracks in
the ice to give birth and feed their pups during the five- to
six-week lactation period (Tedman and Green, 1987).
During this time, territorial males spend the majority of
their time under the ice competing for, or maintaining, ter-
ritories (Kaufman et al., 1975; Siniff et al., 1977; Bartsh
et al., 1992; Harcourt et al., 1998). Because females are
concentrated along the cracks, the movements of males
are also localized nearby. Females dive frequently
towards the end of lactation but are constrained by the
limited number of gaps through the ice surface to the air,
and also by the need to return to their pup at the breeding
site. Males that successfully hold territories rarely stray
more than a kilometre from the tide crack (Harcourt et al.,
1998); therefore, it is possible to use acoustic tracking on
many free-ranging animals in situ.

Movements under the ice have been monitored using
a Cabled Acoustic Positioning System (CAPS) manufac-
tured by Vemco Limited (Canada). An acoustic transmit-
ter is attached to the seal using quick-dry epoxy glue
(Plate 133). The attached device transmits a series of
ultrasonic signals at a single, predetermined frequency in
the range 60–80 kHz every 1.5 seconds. The signal con-
tains four pulses, the first three occur at fixed time inter-
vals and the last varies with depth. Only transmitters using
frequencies >60 kHz are used currently because it has
been observed that these frequencies produce no notice-
able effects on the behaviour of seals and should be
beyond the upper range of their hearing sensitivity
(Wartzok et al., 1992b). Very High Frequency (VHF)
radio transmitters (Sirtrack 150–152 MHz) are attached
simultaneously to the dorsal surface of the seal, both for
in-water time budgets (see below) and to find animals that
might leave the study area. An array of three or four omni-
directional hydrophones (Vemco VH65, 50–80 kHz) each
connected to an Ultrasonic Acoustic Receiver (Vemco
VR20) is placed around the area where the density of seals
is highest (Figure 6). Hydrophones are placed through 80
mm diameter holes drilled in the sea-ice (thickness
1.4–2.2 m), or alternatively, for studies in ice-free areas,
they can be connected to moored buoys to float on open
water (see below). The cables to the hydrophones are sus-
pended inside three-metre-long PVC pipes to hold the

hydrophone in place and also to protect the cable and pre-
vent it from being frozen permanently into the ice. Each
hydrophone must be held securely at approximately the
same depth and well clear of the undersurface of the ice to
avoid echoes and reverberations. A four-part, diamond-
shaped array gives a larger area of maximum precision,
although a three-part triangular array still provides an area
of coverage of >200,000 m2. The distance between
receivers is critical to the area to be tracked; typically, a
distance of 400–500 m. Each receiver is connected via
communication cables (length 308 m) to a central base
station. Radio links between buoys are also possible. 

Locations of each animal can then be determined
using custom software, such as POSITION V3.07©

(Vemco Ltd., Canada) which calculates the X and Y co-
ordinates of the transmitter based on differences in the
arrival time of pulses at each of the three hydrophones,
and determines depth (± 1 m) from the modulating
changes in pulse interval with depth (Figure 6). Within
the area under the array, the X, Y and Z values are accu-
rate to approximately ± 1–2 m3. Outside the array area
precision is lower, but measurement for animals up to 1
km from the area can be made with satisfactory precision.
Transmitters have a custom depth range, and for deep
diving Weddell seals (Kooyman, 1981), the maximum
possible of 0–680 m was chosen. 

The procedure for calculating locations requires the
central base-station to interrogate each of the buoys in
turn, and each interrogation takes a number of seconds, as
several transmitted pulses are required to calculate a posi-
tion. This equates to a sampling rate of one location every
15 or 30 seconds, depending on the number of animals
being recorded. For fine-scale movements, minimum
sampling intervals (e.g., a rule-of-thumb is a minimum of
20 sampling points per dive) are required to prevent arte-
facts arising in the dive profile as a result of an infrequent
sampling regime (Boyd, 1993; Wilson et al., 1995;
Hindell and Lea, 1998). In this case, detailed analysis is
restricted to dives exceeding five minutes in duration.

The data output collected using POSITION consists
of a number of files containing all locations for all ani-
mals at each period sampled. Erroneous positions are
occasionally recorded, presumably due to echoes and
reverberations in the acoustic signals. Therefore, data are
always filtered to remove consecutive X, Y and Z posi-
tions that require a swim velocity >4 ms–1, twice the
modal velocity of adult Weddell seals (Castellini et al.,
1992b, Davis et al., 1999, Harcourt et al., 2000). 

It is only possible to display TDR dive profiles in two
dimensions. However, for three-dimensional profiles sev-
eral perspectives are needed to view the nuances of each
dive. Figure 7 illustrates two dives by a female Weddell
seal with the three-dimensional dive rotated three times
through 90° in order to see the dive from several angles.
In Figure 7(a), a female ‘moving’ dive, the female dives
rapidly to approximately 150 m and then swims more
slowly in a large loop before returning rapidly to the sur-
face. Her entry and exit holes in the ice are in different
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positions. In Figure 7(b), a female ‘flat’ dive, the same
female again swims rapidly to approximately 150 m, but
there her velocity falls to zero ms–1. After spending con-
siderable time (approximately 9 minutes of a 19-minute
dive) waiting in this place, the female returns rapidly to
the surface. In this dive, the entry and exit holes are iden-
tical. From our knowledge of the bathymetry under the
array, it is known that the females were close to, if not on,
the bottom for most of these dives. As females may be
diving to feed (Testa et al., 1989; Hindell et al., 1999)
these two dives may illustrate alternate foraging strate-
gies. Moving dives (Figure 7(a)) may indicate a seal
actively searching for sedentary prey, while flat dives
(Figure 7(b)) may illustrate a ‘sit and wait’ strategy as
would be expected when the animal is preying on sparse,
active prey (Thompson et al., 1993). As has been shown
recently with diving male Weddell seals (Harcourt et al.
2000), two-dimensional TDR profiles of these two dives
would indicate that they were comparable; it is only when
the third dimension is added that they become so distinct. 

This illustrates that, for a single animal, three-dimen-
sional dive profiles can enhance our understanding of for-
aging tactics of marine predators. There are limitations in
the system given the large-scale movements by most
marine predators, as described elsewhere in this chapter.
It may also be possible to apply this technology to other
seal species not restricted to the fast ice. Identifying areas
of preferred foraging by other means (e.g., satellite, geo-
location), and then establishing a floating acoustic array
on the ocean surface above these areas could provide
finer-scale details on the foraging habits of many fur seal
species. It may even be possible to track individuals of
seal prey species simultaneously to provide concurrent
distributional and behavioural data on both the predators
and their prey. Given the fine-scale (10–100 m) at which
patchiness in the distribution of many prey species occurs
(Zamon et al., 1996), the insights offered by this type of
system in appropriate environments will enhance our
understanding of behaviour at broader scales.
Interpreting dive behaviour becomes simultaneously
more complex and more realistic when the entire three-
dimensional path is apparent. 

RADIO TRACKING

VERY HIGH FREQUENCY
(VHF) TELEMETRY

Very High Frequency (VHF) radio tags have been
employed for many years to monitor movements of wild
animals ranging in size from large arthropods (e.g., giant
weta, Sirtrack, New Zealand) to the great whales
(Goodyear, 1993). VHF transmitters work by emitting a
series of pulsed signals at very high frequencies (30–240
MHz) via a transmitting antenna. These signals are
received by another, directionally sensitive antenna,
which is connected to a receiver within line-of-sight of

the transmitter (i.e., there must be a clear path between
the transmitter and receiver) (McDonald and Amlaner,
1980). The directional properties of the receiving anten-
na allow the location of the animal to be calculated by
taking bearings on the signal from at least two places and
noting where the bearings intersect (i.e., ‘triangulation’).
Yagi, loop or Adcock antennae are required for taking
bearings (see Kenward, 1987).

VHF signals do not transmit through the air-water
interface, so locating marine animals can only occur
when the animal is ashore or has breached the surface.
Errors arise in four main ways: (1) system error (anten-
nae flex and twist in the wind, especially when mounted
on aircraft or other vehicles); (2) animal movement while
bearings are being taken (a particularly important prob-
lem for triangulation of marine animals that breach the
surface only briefly); (3) topographical error arising from
reflection and refraction of the signal creating false bear-
ings (McDonald and Amlaner, 1980); and (4) determin-
ing direction depends on the human ear or some other
measure of signal strength, and these are often not very
accurate over distances of several hundred metres. 

In Australia, wildlife transmitters operate on frequen-
cies between 150–152 MHz. Transmitters for diving ani-
mals such as seals usually have the batteries and electron-
ic parts embedded in an epoxy resin to prevent leakage and
implosion due to pressure at depth, and have an attached
whip antenna (plastic-coated, stainless-steel cable approx-
imately 25–30 cm long). For these sealed units, an exter-
nal, magnet-reed switch activates and de-activates the
transmitters. For most purposes, VHF units transmit at a
fixed rate, and the current drain and hence the life of the
transmitter is a function of battery size and the pulse rate.
For example, with a pulse rate of 40 pulses per minute
(ppm) the average current drain may be 30 microamps,
whereas with a pulse rate of 60 ppm, the current drain
would be approximately 45 microamps. Since seals are
large animals, the current drain is not usually a problem as
large, long-life batteries can be packaged readily with the
transmitter and still not approach the ‘rule-of-thumb’ for
wildlife tracking that the package not exceed 2–3% of the
animal’s weight (Kenward, 1987). For example, using
VHF transmitters with a pulse rate of 40 ppm and a battery
life of 9.6 months requires a minimum weight of 40 g.
These units have been attached to fur seal females weigh-
ing 30–90 kg (i.e., 0.04–0.13% of body weight). 

The maximum range for a signal is a function of the
power of the transmitter, whether it is a one- or two-stage
transmitter, and a number of other factors including the
length and position of the transmitter antenna, the receiv-
er sensitivity, the receiver antenna gain, the height above
the ground or sea of both the transmitter and the receiving
system, the humidity and the topography (Kenward,
1987). A quarter-wavelength antenna with a good Earth
plane is the optimal solution for maximizing the tracking
range of a transmitter, although it is not always realized.
VHF operates on ‘line-of-sight’, although VHF waves can
be detected slightly over the horizon, by a factor of 1.4 in
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Figure 5. Fortnightly breakdown of the time spent at sea
by female southern elephant seals (Oct. 1999–Jan
2000). Sample sizes (n) refer to the number of females
tracked during each period, and the number of seal-
days (n*d) is the sum of the number of days per seal
for which geo-location positions were calculated.



ideal propagation conditions (Kenward, 1987). Thus,
there are severe limitations in tracking marine mammals
from land-based stations. At sea level the effective range
is only 5–20 km, and even with an elevation of 100 m this
increases to only about 33 km (Thompson, 1993).

USING VHF TELEMETRY
TO TRACK SEALS

Early attempts to determine where fur seals and other
otariids forage at sea included aircraft flying transects
over areas where seals equipped with VHF transmitters
were foraging (see Antonelis et al., 1990; Loughlin et al.,
1987; Goebel et al., 1991). This method is effective, but
extremely expensive, allows only for the tracking of a
few animals at any one time, and is constrained by the
range of the aircraft. With the advent of effective satellite
telemetry, except in particular circumstances (e.g., fjords
and other semi-enclosed areas), VHF transmitters are
rarely used today to determine foraging areas of seals; but
they are still used widely for measuring the presence of
instrumented individuals at breeding colonies. 

An example of the value of VHF telemetry in current
research is the measurement of foraging trip duration.
Otariid seals alternate time at sea feeding with time
ashore suckling their pups, so the proportion of the time
spent foraging has provided a surrogate measure of for-
aging effort (Gentry and Kooyman, 1986a; Boyd et al.,
1991; Gales and Mattlin, 1997; Goldsworthy et al., 1997;
Gentry, 1998). An automated receiver with an omni-
directional whip antenna that scans a range of frequencies
and then archives the data measures the time ashore rela-
tive to the time at sea for large numbers of females. Due

to the line-of-sight limitation for VHF transmitters,
deploying medium power transmitters (with a range of
2–3 km) and a strategically-placed receiver at a colony
allows accurate records to be obtained with relative ease.
It is important when setting up a system such as the one
described that the signal strength be checked throughout
the colony area because shadow effects from large
objects (e.g., boulders, outcroppings, etc.) can mask sig-
nals and thereby produce misleading attendance patterns.

Similar methods have been used to determine haul-
out patterns and activity budgets of phocid seals. Siniff et
al. (1969) first employed VHF transmitters in the 1960s
to record the proportion of time individual Weddell seals
spent hauled out on the ice during the breeding season. A
similar system has been used with success on breeding
Weddell seals (Harcourt, Hindell, Waas, Bell, unpub-
lished data). VHF transmitters do have a tendency to drift
in frequency when used in severe cold such as that found
in Antarctica, so caution is required when establishing an
automated receiving station. 

Finally, VHF transmitters are of immense worth
when animals need to be found again after a period at sea.
Therefore, VHF transmitters are most often used in com-
bination with other archival tags such as TDRs so that the
devices can be recovered when animals come ashore in
large colonies or to inaccessible areas (Gales and Mattlin,
1997). Under these circumstances, they act as an effec-
tive and inexpensive form of insurance.

OTHER TECHNIQUES

GLOBAL POSITIONING SYSTEM (GPS)

The Global Positioning System is a worldwide, satel-
lite-based, radio-navigation system developed by the U.S.
Department of Defence (DOD) (Anon., 1996; Dana,
1999). The GPS includes a constellation of 21 operating
and three spare satellites that orbit the earth. A ground-
based GPS receiver calculates the time it takes for individ-
ual signals to arrive from at least three satellites to the
receiver to compute a two-dimensional, horizontal fix (lat-
itude and longitude) given an assumed height (with marine
mammals assumed to be sea level). The acquisition (i.e.,
the detection of satellite signals) of four satellites can
determine three-dimensional positions and time, while five
or more can provide position, time, redundancy and the
certainty of the greater position fix (Dana, 1999). There are
two services available in the GPS, the Precise-Positioning
Service (PPS), and the Standard-Positioning Service
(SPS). The PPS is a highly accurate military positioning,
velocity, and timing service that is under the control of the
DOD and unavailable to the public. The SPS is a position-
ing service available to all GPS users on a continuous,
worldwide basis with no direct charge. The SPS was, how-
ever, degraded intentionally by the DOD by use of
Selective Availability (time varying bias). Most receivers
were capable of using the SPS signal and its predictable
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Figure 6. Schematic representation of an acoustic
hydrophone array embedded within the sea ice. The
Ultrasonic Acoustic Receiver (1), sea ice (2), omni-
directional hydrophones (3) and seal with acoustic
transmitter attached (4) are shown.



accuracy was 100 m (horizontal), 156 m (vertical), and 340
nanoseconds (time). In May 2000, the DOD lifted the
restrictions on the PPS service and its predictable accuracy
is now 22 m (horizontal), 27.7 m (vertical), and 22
nanoseconds (time) (Anon., 2000).

GPS as a method for studying seals is limited by the
cost, size and speed of satellite acquisition by the com-
mercially available devices (Lotek, 1996). Most GPS
devices in the domain of biotelemetry were developed for
large terrestrial mammals since these taxa could carry the
excessive bulk of the units. Consequently, GPS units were
impractical for all but the largest marine mammals due to
drag and weight. However, a far more important limita-
tion, has been the time that it took GPS devices to lock

onto (i.e., acquire) the necessary number of satellites to
predict accurately a location (e.g., up to ten minutes).
Smaller (~6 g), faster units have now been produced and
these, with further improvements in battery efficiency and
reduced bulk, could be attached to a seal without compro-
mising swimming efficiency (e.g., GXB2000 GPS receiv-
er, Sony Corporation). Acquisition times can now be as
short as two seconds, which reduces the constraints
imposed by short between-dive intervals at the surface.
However, acquisition times of this interval represent only
the best possible scenarios; more realistic acquisition
times range from 20–40 seconds. The satellites also send
regular updates on the satellite orbits and positions
(ephemeris data) and a receiver must update these stored
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Figure 7. Multiple, three-dimensional views of two types of female Weddell seal dives (during the lactation): 
(a) a female ‘moving’ dive; and (b) a female ‘flat’ dive.

(a)



signals approximately every four hours at the most (Dana,
1999). This adds to the time required to acquire all the
necessary data to provide an accurate location.

However, the improvements in acquisition time and
the associated reduction in power demand combined with
lower costs (Table 2) and greater accuracy (<100 m)
compared to those of PTTs (~500 m) make GPS devices
one of the best candidates for future studies of seal move-
ments. Apart from power drain, the greatest drawback is
the need to recover the device in order to download the
archived data. This could be avoided by using a GPS
archival tag combined with a PTT or, more economical-
ly, a VHF transmitter, to download remotely the data
upon the seal’s return to land or ice. GPS will be able to
answer the same questions as PTTs, including location
and rate of travel, but with far greater accuracy, far more
locations per day and at much less expense (Table 2). Of

course, the main limitation of GPS units on some pin-
niped species would be the recovery of the units them-
selves. Pack-ice seals such as crabeater, leopard and Ross
seals are not easily re-captured after the deployment of
units. Therefore, relying on archival tags for location data
in these species is not advised.

CONDUCTIVITY-TEMPERATURE-DEPTH
(CTD) ARCHIVAL TAGS

To advance both the precision of models combining
oceanographic variables and biological activity as well as
our basic understanding of ocean structure, there is an
increasing emphasis on precise measurement of oceano-
graphic variables while at sea (Ancel et al., 1992;
McCafferty et al., 1999). Therefore, more sensitive and
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complex communications equipment is needed. Another
type of archival data tag is the miniature Conductivity-
Temperature-Depth (CTD) sensor (Figure 8) analogous
to the larger oceanographic CTDs available for oceano-
graphic sampling. These are miniature archival tags
designed mostly for deployment on fish species, but have
been deployed on both larger and smaller taxa (ICES
Anadromous and Catadromous Fish Committee, 1997;
Freire and González-Gurriarán, 1998; Sturlaugsson and
Johannsson, 1998). The available parameters for mea-
surement include temperature, light, pressure (depth),
salinity (conductivity) and tilt angle.

ROUTE RECORDERS

Another type of device, known as a ‘route’ or ‘direc-
tion’ recorder, was developed to track homing pigeons
(Bramanti et al., 1988; Papi et al., 1991). However, it has
now been applied to sea birds (Dall’Antonia et al., 1995;
Benvenuti et al., 1998), green turtles (Luschi et al.,
1996), and fur seals (Georges et al., 2000). These devices
detect and archive the headings of an animal during its
movement path by measuring the angle between the hor-
izontal component of the Earth’s magnetic field and the
instrument’s main axis at regular intervals. Prototypes
were equipped with a compass and a transducer that con-
verted the angular values to electrical resistance values
(Bramanti et al., 1988; Dall’Antonia et al., 1992); but
more recent route recorders have been improved with the
addition of a microprocessor to control other components
(Benvenuti et al., 2001). With further technological
developments, these devices may provide more fine-scale
information on pinniped movements unavailable from
the other methods described in this chapter.

FUTURE DEVELOPMENT OF
ARCHIVAL TAGS

The real advantage in the improvements in archival
tag technology is the precision with which one can mea-
sure a series of oceanographic variables (McCafferty et

al., 1999). There is growing interest in the use of marine
mammals as sampling units for physical oceanography
data collection (see Ancel et al., 1992; Wilson et al., 1994;
Weimerskirch et al., 1995). Of primary importance to both
biologists and to oceanographers contemplating using
marine animals for this role is the precise measurement of
temperature (McCafferty et al., 1999). Sensors now avail-
able can measure temperature accurately to 0.001ºC with-
in fractions of a second. The data are useful to describe the
temperature gradients in which animals select to forage
and the physical data are sufficiently precise to model
oceanographic trends in time and space.

The real test for scientists will be the development of
multi-platform measurement devices that satisfy the
requirements of both biologists and physico-chemical
oceanographers. Individual ecological laboratories are
now in the process of developing such systems to attract
the interest of oceanographers to invest in the continued
development of these systems and their applications.

CONCLUSIONS AND
MANAGEMENT
CONSIDERATIONS

In this chapter, we have described a variety of tech-
niques available for the remote study of pinniped move-
ment during the essentially clandestine phase of their life
history—foraging at sea. Within the last 20 years, there
has been impressive development in technology allowing
for the collection of data that now begin to describe the
nuances of these fascinating predators. Of course, many
of the methods described herein are not restricted to the
study of marine mammals such as pinnipeds. In fact,
most of the methods were developed for deployment on
terrestrial organisms. However, the most exciting aspect
to the understanding of at-sea behaviour of marine mam-
mals is that we are now beginning to understand the com-
plexities of their behaviour. In addition, we now have the
means to begin the immense task of collecting informa-
tion that can unlock the biophysical secrets of the oceans.
Applying archival measuring devices to organisms that
must live and feed within these vast regions is a promis-
ing means to achieve these goals.

The application of a particular method of remotely
tracking seals depends on the research questions to be
addressed for each specific study. The temporal or spatial
scale of concern, the target species, and the domain of
research (behaviour, population dynamics, management,
etc.) will dictate to what extent the specific advantages and
disadvantages of each technique affect a researcher’s
choice. We have summarized in Table 3 the type of infor-
mation one can expect to collect for each of the main meth-
ods described in this chapter. The main consideration
appears to be the spatial scale at which one intends to
investigate behaviour. Fine-scale movements can be
achieved by acoustic arrays and perhaps GPS satellite
telemetry, whereas more broad-scale questions should be
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Figure 8. A mini Conductivity-Temperature-Depth
(CTD) archival tag (Data Storage Tag, Star-Oddi
Marine Device Manufacturing, Reykjavik, Iceland).
Reproduced with permission from Star-Oddi.



addressed using PTT, geo-location or even VHF telemetry.
Of course, with continued advances in technology the
options available to researchers will undoubtedly increase.

One of the most practical management applications
for telemetric data of seal distribution, foraging effort and
at-sea behaviour is the delineation of regions of potential
conflict between these predators and human industry.
Domestic and international policies are evolving toward
the recognition of sustainable practices in fisheries, with
the need for increased information on ecosystem rela-
tionships among constituent species (Staples, 1996;
Caton and McLoughlin, 2000). Recognizing that single-
species management fails to embrace a realistic perspec-
tive of ecological relationships, management is promot-
ing the concept of multi-species models to account for
predator-prey relationships, by-catch issues and complex
interactions within marine food webs (National Research
Council, 1999). Fisheries managers must pursue the
objectives of long-term, ecological sustainability and the
reduction of impacts on non-target species (Fisheries
Management Act, 1991). To achieve these objectives it is
essential to have reliable data on the distribution, abun-
dance, consumption rates, growth, biomass and behav-
iour of all species involved (National Research Council,
1999). Establishing areas of spatial and dietary overlap
between pinnipeds and Australasian commercial fishing
industries is the first step in prescribing management
restrictions or recommendations to achieve the sustain-
ability of marine living resource use. Currently, multi-
species management is in its infancy within the fisheries
sector, but more information is required to develop the
necessary models.

The example of Australian fur seals tracked within
and around Bass Strait has shown that there may be some
overlap with breeding females and many commercial fish-

ing zones (Figure 1), although more data are required to
elucidate the amount of overlap and possible competition.
With fewer commercial fisheries operating in regions
where southern elephant seals forage, the potential for
overlap is less, although the spatial scale at which one
assesses the degree of competition must concur with how
animals exploit this area of ocean. In addition to assessing
diet composition, distribution and spatial use, spatially-
allocated indices of foraging (i.e., dive behaviour data
from TDRs) are required to delineate the more important
regions of the Southern Ocean required to maintain
healthy populations of these marine predators. Of course,
seasonal and annual changes in ocean resources must be
assessed continually to update biophysical models.

Another practical application of telemetric data can
be the establishment of marine reserves (Clark and
Dingwall, 1985; Cooper and Ryan, 1994; Scott, 1994;
Dingwall, 1995; Shaughnessy, 1999). Without a detailed
understanding of the biological communities that are sup-
ported in highly-productive areas of the ocean, it is impos-
sible to isolate and protect sensitive regions. Pinnipeds are
important higher predators within a number of marine
ecosystems. Determining where their important feeding
areas are located contributes to our knowledge of the
importance of these regions as areas of high biological
productivity (Croxall and Wace, 1995). It makes sense
that pinnipeds must locate and exploit areas of high pro-
ductivity to survive; therefore, protecting such areas from
over-exploitation by human industry will contribute to the
protection of entire biological communities. The literature
available on this type of approach is vast and does not fall
within the context of this chapter. However, improving
methods required to track and monitor higher predators
such as pinnipeds is an important step in the conservation,
management and theoretical understanding of ocean life.
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Table 3. Movement and dive parameters available from satellite telemetry, geo-locating TDRs, acoustic tracking and
VHF transmitters.

Parameter PTT Geo-locating TDRs Acoustic VHF

Horizontal Distance
–horizontal distance yes broad-scale fine-scale yes

–bearing broad-scale broad-scale fine-scale no

–large-area coverage yes yes no no

Diving
–start-end distance of dive only with additional sensors no yes no

–depth only with additional sensors yes yes no

–dive duration only with additional sensors yes yes yes

–distance during dive only with velocity meter only with velocity meter yes no

–shape of dive limited limited yes no

–ascent/descent rate partial yes yes no

–directional changes broad-scale broad-scale within dives between dives

–velocity of dive phases partial only with velocity meter yes no

–conspecific interactions broad-scale broad-scale yes no



ACKNOWLEDGEMENTS

Funding for the research projects mentioned in this
chapter was provided by the following: Antarctica New
Zealand, Antarctic Science Advisory Committee
(ASAC), Australian Geographic Society, Australian
Research Council (ARC), Department of Natural
Resources (Victoria), Linnean Society of New South
Wales, Macquarie University, Natural Sciences and
Engineering Research Council of Canada (NSERC),
PADI Foundation, Parks Victoria, P. Rowsthorn, Sea
World Research and Rescue Foundation Inc. (SWRRI),
University of Tasmania and Waikato University. We
thank members of the 52nd and 53rd Australian National
Antarctic Research Expeditions (ANARE), S. Allen, P.
Barker, D. Bell, M. Biuw, H. Burton, M. Chambers, T.
Dorr, G. Enbom, I. Field, J. Harrington, A. Irvine, S.
Jadhav, D. Kamien, C. McKinley, C. McMahon, E.
Meiling, K. Michael, P. Mitchell, T. Mitchell, A.
Morrissey, C. Nave, B. Priest, Q. Smith, D. Thompson,
M. Tierney, E. Turner, J. Tyler, J. Tripovich, J. Waas, D.
Watts, A. Welling, K. Wheatley, K. Willis, S. Wilson and
S. Winter for analytical, logistical or field support.
Thanks to J. Arnould, P. Dann, N. Gales, R. Kirkwood,
M. Lynch, S. McCarrey, D. Pemberton for providing
unpublished data, and to F. Bonadonna, M.-A. Lea, and
T. Potts who provided technical information for specific
sections of the chapter. Star-Oddi Marine Device
Manufacturing (Reykjavik, Iceland) provided the image
of the mini CTD archival tag. Many thanks to R.
Kirkwood and an anonymous reviewer for detailed com-
ments on the manuscript.

REFERENCES
Ancel, A., Kooyman, G.L., Ponganis, P.J., Gendner, J-P.,

Lignon, J., Mester, X., Huin, N., Thorson, P.H.,
Robisson, P. and Le Maho, Y. 1992. Foraging behaviour
of emperor penguins as a resource detector in winter and
summer. Nature, Vol. 360, pp.336–339.

Anon. 1996. Fact Sheet: U.S. Global Positioning System
Policy. Office of Science and Technology Policy, National
Security Council, Washington, D.C.

Anon. 1998. Scalefish Fishery Policy Document. Department
of Primary Industry and Fisheries, Tasmania.

Anon. 1999. Australian Fisheries Management Authority
Annual Report 1998–99. Canberra. 

Anon. 2000. President Clinton: Improving the Civilian Global
Positioning System (GPS). Press Release, Office of the
Press Secretary, The White House, Washington, D.C.

Ansorge, I.J., Froneman, P.W., Pakhomov, E.A., Lutjeharms,
J.R.E., Perissinotto, R. and van Ballegooyen, R.C. 1999.
Physical-biological coupling in the waters surrounding the
Prince Edward Islands (Southern Ocean). Polar Biology, Vol.
21, pp.135–145.

Antarctic Treaty (Environment Protection) Act. 1980.
Schedule 1. Convention for the conservation of Antarctic
seals. Act 103 of 1980 as amended (18 October 1999).
Prepared by the Office of Legislative Drafting, Attorney-

General’s Department, Canberra. pp.41–51.
Antonelis, G.A., Stewart, B.S. and Perryman, W.F. 1990.

Foraging characteristics of female northern fur seals
(Callorhinus ursinus) and California sea lions (Zalophus
californianus). Canadian Journal of Zoology, Vol. 68,
pp.150–158.

Argos, 1989. User’s manual for the Argos System. Argos CLS,
176, Toulouse.

Arnould, J.P.Y and Littnan, C.L. 2000. Pup production and
breeding areas of Australian fur seals (Arctocephalus pusillus
doriferus) at Kanowna Island and The Skerries in northeast-
ern Bass Strait. Australian Mammalogy, Vol. 22, pp.51–54.

Bartsch, S.S., Johnston, S.D. and Siniff, D.B. 1992.
Territorial behaviour and breeding frequency of male
Weddell seals (Leptonychotes weddelli) in relation to age,
size, and concentrations of serum testosterone and cortisol.
Canadian Journal of Zoology, Vol. 70, pp.680–692.

Begon, M., Harper, J.L. and Townsend, C.R. 1986. Ecology.
Individuals, Populations, and Communities. Sinauer
Associates, Sunderland, Massachusetts. 876pp.

Bengston, J.L. and Stewart, B.S. 1992. Diving and haulout
behavior of crabeater seals in the Weddell Sea, Antarctica,
during March 1986. Polar Biology, Vol. 12, pp.635–644.

Benvenuti, S., Bonadonna, F., Dall’Antonia, L. and
Gudmundsson, G.A. 1998. Foraging patterns of breeding
thick-billed murres (Uria Lomvia) in Iceland, as revealed
by a direction recorder. Auk, Vol. 115, pp.57–66.

Benvenuti, S., Bonadonna, F., Dall’Antonia, L. and Ribolini,
A. 2001. Homing and foraging flights tracked by bird-born
data loggers. Proceedings of Fifth European Conference on
Wildlife Telemetry. 25–30 August 1996. Strasbourg, France.

Best, P.B. and Shaughnessy, P.D. 1979. An independent account
of Captain Benjamin Morrell’s sealing voyage to the south-
west coast of Africa and the Antarctic, 1828/29. Fisheries
Bulletin of South Africa, Vol. 12, pp.1–19.

Bester, M.N. 1980. Population increase in the Amsterdam
Island fur seal Arctocephalus tropicalis at Gough Island.
South African Journal of Zoology, Vol. 15, pp.229–234.

Bester, M.N. 1990. Population trends of subantarctic fur seals
and southern elephant seals at Gough Island. South African
Journal of Antarctic Research, Vol. 20, pp.9–12.

Bester, M.N. and Pansegrouw, H.M. 1991. Ranging behaviour
of southern elephant seal cows from Marion Island. South
African Journal of Science, Vol. 88, pp.574–575.

Boness, D.J., Bowen, W.D. and Oftedal, O.T. 1994. Evidence
of a maternal foraging cycle resembling that of otariid
seals in a small phocid, the harbor seal. Behavioral
Ecology and Sociobiology, Vol. 34, pp.95–104.

Bonner, W.N. 1982. Seals and Man: a Study of Interactions.
University of Washington Press, Seattle. 170pp.

Bonner, W.N. and Laws, R.M. 1964. Seals and sealing.
Pp.163–190. In Priestly, R.E., Adie, R.J. and Robin, G.D.Q.
(eds). Antarctic Research: a Review of British Scientific
Achievement in Antarctica. Butterworths, London. 360pp.

Bornemann, H., Kreyscher, M., Ramdohr, S., Martin, T.,
Carlini, A., Sellmann, L. and Plötz, J. 2000. Southern
elephant seal movements and Antarctic sea ice. Antarctic
Science, Vol. 12, pp.3–15.

Boyd, I.L. 1993. Selecting sampling frequency for measuring
diving behaviour. Marine Mammal Science, Vol. 9,
pp.424–430.

Boyd, I.L. and Arnbom, T. 1991. Diving behaviour in relation

906 ACCELERATED CHANGE: CHAPTER 38

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)



to water temperature in the southern elephant seal: forag-
ing implications. Polar Biology, Vol. 11, pp.259–266.

Boyd, I.L. and Croxall, J.P. 1996. Dive durations in pinnipeds
and seabirds. Canadian Journal of Zoology, Vol. 74,
pp.1696–1705.

Boyd, I.L., Lunn, N.J. and Barton, T. 1991. Time budgets and
foraging characteristics of lactating Antarctic fur seals.
Journal of Animal Ecology, Vol. 60, pp.577–592.

Boyd, I.L., McCafferty, D.J. and Walker, T.R. 1997. Variation
in forage effort by lactating Antarctic fur seals: response to
simulated increased foraging costs. Behavioral Ecology and
Sociobiology, Vol. 40, pp.135–144.

Boyd, I.L., Reid, K. and Bevan, R.M. 1995. Swimming speed
and allocation of time during the dive cycle in Antarctic fur
seals. Animal Behaviour, Vol. 50, pp.769–784.

Bradshaw, C.J.A., Davis, L.S., Purvis, M., Zhou, Q. and
Benwell, G.L. 2002. Using artificial neural networks to
model the suitability of coastline for breeding by New
Zealand fur seals. Ecological Modelling, Vol. 148,
pp.111–131.

Bradshaw, C.J.A., Lalas, C. and Thompson, C.M. 2000.
Clustering of colonies in an expanding population of New
Zealand fur seals (Arctocephalus forsteri). Journal of
Zoology, London, Vol. 250, pp.105–112.

Bramanti, M., Dall’Antonia, P. and Papi, F. 1988. A new
technique to monitor the flight paths of birds. Journal of
Experimental Biology, Vol. 134, pp.467–472.

Burton, H.R. 1998. Is survivorship of southern elephant and
Weddell seal pups related to the Antarctic Circumpolar
Wave? SCAR VII International Biological Symposium.
Christchurch, New Zealand, 1–5 Sep. 1998. (Poster).

Castellini, M.A., Davis, R.W. and Kooyman, G.L. 1992a.
Annual cycles of diving behavior and ecology of the
Weddell seal. Bulletin of the Scripps Institute of
Oceanography, Vol. 28, pp.1–54.

Castellini, M.A., Kooyman, G.L. and Ponganis, P.J. 1992b.
Metabolic rates of freely diving Weddell seals: correlations
with oxygen stores, swim velocity and diving duration.
Journal of Experimental Biology, Vol. 165, pp.181–194.

Caton, A. and McLoughlin, K. (eds). 2000. Fishery Status
Reports 1999: Resource Assessments of Australian
Commonwealth Fisheries. Bureau of Rural Sciences,
Canberra.

Chapman, D.C. 1981. Evaluation of marine mammal popula-
tion models. Pp.277–296. In Fowler, C.W. and Smith, T.D.
(eds). Dynamics of Large Mammal Populations. John
Wiley and Sons, New York. 477pp.

Clark, M.R. and Dingwall, P.R. 1985. Conservation of Islands
in the Southern Ocean. International Union for the
Conservation of Nature and Natural Resources, Gland,
Switzerland.

Cooper, J. and Ryan, P.G. 1994. Management plan for the
Gough Island Wildlife Reserve. Report for the World Wide
Fund for Nature, Government of Tristan da Cunha,
Edinburgh (Tristan da Cunha).

Croxall, J.P. and Wace, N. 1995. Interactions between marine
and terrestrial ecosystems. Pp.115–120. In Dingwall, P.R.
(ed). Progress in Conservation of the Subantarctic Islands.
Proceedings of the SCAR/IUCN Workshop on Protection,
Research and Management of Subantarctic Islands,
Paimpont, France, 27–29 April 1992. Conservation of the
Southern Polar Region No. 2. IUCN, Gland, Switzerland.

Croxall, J.P., McCann, T.S., Prince, P.A. and 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. Pp.261–285. In Sahrhage, D. (ed). Antarctic Ocean
and Resource Availability. Springer-Verlag, Berlin.

Culik, B.M., Bannach, R. and Wilson, R.P. 1994. External
devices on penguins: how important is shape? Marine
Biology, Vol. 118, pp.353–357.

Dall’Antonia, L., Dall’Antonia, P., Benvenuti, S., Ioalé, P.,
Massa, B. and Bonadonna, F. 1995. The homing behav-
iour of Cory’s shearwaters (Calonectris diomedea) studied
by means of a direction recorder. Journal of Experimental
Biology, Vol. 198, pp.359–362.

Dall’Antonia, L., Dall’Antonia, P. and Ribolini, A. 1992.
Flight path reconstruction of birds by a route recorder.
Pp.544–549. In Mancini, P., Fioretti, S., Cristalli, C. and
Bedini, R. (eds). Biotelemetry XII, Proceedings of the
Twelfth International Symposium on Biotelemetry.
Litografia Felici, Pisa, Italy.

Dana, P.H. 1999. Global Positioning System overview. The
Geographer’s Craft Project, Department of Geography,
University of Colorado, Boulder.

Davidson, J. 1984. The Prehistory of New Zealand. Longman
Paul, Auckland. 270pp.

Davis, R.W., Fuiman, L.A., Williams, T.M., Collier, S.O.,
Hagey, W.P., Kanatous, S.B., Kohin, S. and Horning, M.
1999. Hunting behaviour of a marine mammal beneath the
Antarctic fast-ice. Science, Vol. 283, pp.993–996.

DeLong, R.L., Stewart, B.S. and Hill, R.D. 1992.
Documenting migrations of northern elephant seals using
day length. Marine Mammal Science, Vol. 8, pp.155–159.

Dingwall, P.R., (ed). 1995. Progress in Conservation of the
Subantarctic Islands. Proceedings of the SCAR/IUCN
Workshop on Protection, Research and Management of
Subantarctic Islands, Paimpont, France, 27–29 April 1992.
Conservation of the Southern Polar Region No. 2. IUCN,
Gland, Switzerland.

Fea, N. and Harcourt, R. 1997. Assessing the use of faecal and
regurgitate analysis as a means of determining the diet of
New Zealand fur seals. Pp.143–150. In Hindell, M. and
Kemper, C. (eds). Marine Mammal Research in the
Southern Hemisphere. Volume 1: Status, Ecology and
Medicine. Surrey Beatty and Sons, Sydney. 186pp.

Fedak, M.A. and McConnell, B.J. 1993. Observing seals by
satellite. Open ocean behaviour of southern elephant seals.
NERC News, April, pp.26–28.

Fisheries Management Act. 1991. Act no. 162 of 1991 as
amended (14 July 1999). Prepared by the Office of
Legislative Drafting, Attorney-General’s Department,
Canberra.

Flemons, P. and Cassis, G. 2006. The role of GIS in
Systematic Conservation Planning. Pp.873–887. In
Merrick, J.R., Archer, M., Hickey, G.M. and Lee, M.S.Y.
(eds). Evolution and Biogeography of Australasian
Vertebrates. Auscipub Pty. Ltd., Sydney. 942pp.

Freire, J. and González-Gurriarán, E. 1998. New approach-
es to the behavioural ecology of decapod crustaceans.
Pp.123–372. In Lagardère, J-P., Bégout Anras, M.L. and
Claireaux, G. (eds). Advances in Invertebrates and Fish
Telemetry. Kluwer Academic Publishers, Belgium.

Gales, N.J. and Costa, D.P. 1997. The Australian sea lion: a

PINNIPED MOVEMENTS 907

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)



review of an unusual life history. Pp.78–87. In Hindell,
M.A. and Kemper, C. (eds). Marine Mammal Research in
the Southern Hemisphere. Volume 1: Status Ecology and
Medicine. Surrey Beatty and Sons, Sydney. 186pp.

Gales, N.J. and Mattlin, R.H. 1997. Summer diving behaviour
of lactating New Zealand sea lions, Phocarctos hookeri.
Canadian Journal of Zoology, Vol. 75, pp.1695–1706.

Gales, R. and Pemberton, D. 1994. Diet of the Australian fur
seal in Tasmania. Australian Journal of Marine and
Freshwater Research, Vol. 45, pp.653–654.

Gales, R., Pemberton, D., Lu, C.C. and Clarke, M.R. 1993.
Cephalopod diet of the Australian fur seal: variation due to
location, season and sample type. Australian Journal of
Marine and Freshwater Research, Vol. 44, pp.657–671.

Gentry, R.L. 1998. Behavior and Ecology of the Northern Fur
Seal. Princeton University Press, Princeton. 392pp.

Gentry, R.L. and Kooyman, G.L. (eds). 1986a. Fur Seals:
Maternal Strategies on Land and at Sea. Princeton
University Press, Princeton. 291pp.

Gentry, R.L. and Kooyman, G.L. 1986b. Methods of dive
analysis. Pp.28–40. In Gentry, R. L. and Kooyman, G.L.
(eds). Fur Seals: Maternal Strategies on Land and at Sea.
Princeton University Press, Princeton. 291pp.

Georges, J-Y., Bonadonna, F. and Guinet, C. 2000. Foraging
habitat and diving activity of lactating subantarctic fur
seals in relation to sea surface temperature on Amsterdam
Island. Marine Ecology Progress Series, Vol. 196,
pp.291–304.

Goebel, M.E., Bengtson, J.L., DeLong, R.L., Gentry, R.L.
and Loughlin, T.R. 1991. Diving patterns and foraging
locations of female northern fur seals. Fishery Bulletin,
Vol. 89, pp.171–179.

Goldsworthy, S.D., Hindell, M.A. and Crowley, H. 1997.
Diet and diving behaviour in two sympatric fur seals,
Arctocephalus gazella and A. tropicalis, at Macquarie
Island. Pp.151–163. In Hindell, M.A. and Kemper, C.
(eds). Marine Mammal Research in the Southern
Hemisphere. Volume 1: Status Ecology and Medicine.
Surrey Beatty and Sons, Sydney. 186pp.

Goodyear, J.D. 1993. A sonic/radio tag for monitoring dive
depths and underwater movements of whales. Journal of
Wildlife Management, Vol. 57, pp.503–513.

Guinet, C., Dubroca, L., Lea, M-A., Goldsworthy, S.,
Cherel, Y., Duhamel, G., Bonadonna, F. and Donnay, J-
P. 2001. Spatial distribution of the foraging activity of
Antarctic fur seal (Arctocephalus gazella) females in rela-
tion to oceanographic factors: a scale dependent approach
using geographic information systems. Marine Ecology
Progress Series, Vol. 219, pp.251–264.

Guinet, C., Jouventin, P. and Georges, J-Y. 1994. Long term
population changes of fur seals Arctocephalus gazella and
Arctocephalus tropicalis on subantarctic (Crozet) and sub-
tropical (St. Paul and Amsterdam) islands and their possi-
ble relationship to El Niño Southern Oscillation. Antarctic
Science, Vol. 6, pp.473–478.

Harcourt, R. and Davis, L. 1997. The use of satellite teleme-
try to determine fur seal foraging areas. Pp.137–142. In
Hindell, M.A. and Kemper, C. (eds). Marine Mammal
Research in the Southern Hemisphere. Volume 1: Status
Ecology and Medicine. Surrey Beatty and Sons, Sydney.
186pp.

Harcourt, R.G., Hindell, M.A., Bell, D.G. and Waas, J.R.

2000. Three dimensional dive profiles of free-ranging
Weddell seals. Polar Biology, Vol. 23, pp.479–487.

Harcourt, R.G, Hindell, M.A. and Waas, J.R. 1998. Under-
ice movements and territory use in free-ranging Weddell
seals during the breeding season. New Zealand Natural
Sciences, Vol. 23, pp.72–73.

Harwood, J. 1992. Assessing the competitive effects of marine
mammal predation on commercial fisheries. South African
Journal of Marine Science, Vol. 12, pp.689–693.

Hes, A.D. and Roux, J-P. 1983. Population increase in the sub-
Antarctic fur seal Arctocephalus tropicalis at Amsterdam
Island. South African Journal of Antarctic Research, Vol.
13, pp.29–34.

Hill, R.D. 1994. Theory of geolocation by light levels.
Pp.227–236. In Le Boeuf, B.J. and Laws, R.M. (eds).
Elephant Seals: Population Ecology, Behavior and
Physiology. University of California Press, Berkeley.
414pp.

Hindell, M. A. 1991. Some life-history parameters of a declin-
ing population of southern elephant seals, Mirounga leoni-
na. Journal of Animal Ecology, Vol. 60, pp.119–134.

Hindell, M.A. and Burton, H.R. 1987. Past and present status of
the southern elephant seal (Mirounga leonina) at Macquarie
Island. Journal of Zoology, London, Vol. 213, pp.365–380.

Hindell, M.A. and Burton, H.R. 1988. Seasonal haul-out pat-
terns of the southern elephant seal (Mirounga leonina L.)
at Macquarie Island. Journal of Mammalogy, Vol. 69,
pp.81–88.

Hindell, M.A., Burton, H.R. and Slip, D.J. 1991a. Foraging
grounds of southern elephant seals, Mirounga leonina, as
inferred from water temperature data. Australian Journal
of Marine and Freshwater Research, Vol. 42, pp.115–128.

Hindell, M., Harcourt, R., Thompson, D. and Waas, J. 1999.
Evidence for foraging during lactation in the Weddell seal.
13th Biennial Conference on the Biology of Marine
Mammals, Nov. 28–Dec. 3, 1999. Wailea, Maui, Hawaii.

Hindell, M.A. and Lea, M. 1998. Heart rate, swimming speed
and estimated oxygen consumption of a free ranging
female elephant seal. Physiological Zoology, Vol. 71,
pp.74–84.

Hindell, M.A. and McMahon, C.R. 2000. Long distance
movement of a southern elephant seal (Mirounga leonina)
from Macquarie Island to Peter 1 Øy. Marine Mammal
Science, Vol. 16, pp.504–507.

Hindell, M.A., Slip, D.J. and Burton, H.R. 1991b. The diving
behaviour of adult male and female southern elephant
seals, Mirounga leonina (Pinnipedia: Phocidae).
Australian Journal of Zoology, Vol. 39, pp.595–619. 

Hindell, M.A., Slip, D.J. and Burton, H.R.1994. Possible
causes of the decline of southern elephant seal populations
in the Southern Pacific and Southern Indian Oceans.
Pp.66–84. In Le Boeuf, B.J. and Laws, R.M. (eds).
Elephant Seals: Population Ecology, Behavior and
Physiology. University of California Press, Berkeley.
414pp.

Hofmeyr, G.J.G., Bester, M.N. and Jonker, F.C. 1997.
Changes in population size and distribution of fur seals at
Marion Island. Polar Biology, Vol. 17, pp.150–158.

Horning, M. and Trillmich, F. 1997. Ontogeny of diving
behaviour in the Galápagos fur seal. Behaviour, Vol. 134,
pp.1211–1257.

Hull, C.L. 1997. The effect of carrying devices on breeding

908 ACCELERATED CHANGE: CHAPTER 38

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)



royal penguins. The Condor, Vol. 99, pp.530–534.
Hull, C.L. 1999. The foraging zones of breeding royal

(Eudyptes schlegeli) and rockhopper (E. chrysocome) pen-
guins: an assessment of techniques and species compari-
son. Wildlife Research, Vol. 26, pp.789–803.

ICES Anadromous and Catadromous Fish Committee.
1997. Study group on ocean salmon tagging experiments
with data logging tags. International Council for the
Exploration of the Sea Council Meeting Papers, Vol.
1997/M3. 32pp.

Irvine, A., Bryden, M.M., Corkeron, P.J. and Warneke, R.M.
1997. A census of fur seals at Montagu Island, New South
Wales. Pp.56–62. In Hindell, M.A. and Kemper, C. (eds).
Marine Mammal Research in the Southern Hemisphere.
Volume 1: Status Ecology and Medicine. Surrey Beatty and
Sons, Sydney. 186pp.

Jonker, F.C. and Bester, M.N. 1998. Seasonal movements and
foraging areas of adult southern female elephant seals,
Mirounga leonina, from Marion Island. Antarctic Science,
Vol. 10, pp.21–30.

Kaufman, G.W., Siniff, D.B. and Reichle, R. 1975. Colony
behaviour of Weddell seals, Leptonychotes weddelli, at
Hutton Cliffs, Antarctica. Rapports et Procès-verbaux des
Réunions, Conseil International pour l’Exploration de la
Mer, Vol. 169, pp.228–246.

Kenward, R. 1987. Wildlife Radio Tagging: Equipment, Field
Techniques and Data Analysis. Academic Press,
Cambridge. 222pp.

King, J.E. 1983. Seals of the World. Second Edition. British
Museum of Natural History. University of Queensland
Press, St. Lucia. 240pp.

King, J.E. 1988. Australasian pinnipeds. Pp.3–8. In Augee,
M.L. (ed). Marine Mammals of Australasia. Field Biology
and Captive Management. Royal Zoological Society of
New South Wales, Mosman. 140pp.

Kooyman, G.L. 1965. Techniques used in measuring diving
capacities of Weddell seals. Polar Record, Vol. 12,
pp.391–394.

Kooyman, G.L. 1981. Weddell Seal: Consummate Diver.
Cambridge University Press, Cambridge.

Kooyman, G.L., Gentry, R.L. and Urquhart, D.L. 1976.
Northern fur seal diving behavior: a new approach to its
study. Science, Vol. 193, pp.411–412.

Lalas, C. and Harcourt, R. 1995. Pup production of the New
Zealand fur seal on Otago Peninsula, New Zealand.
Journal of the Royal Society of New Zealand, Vol. 25,
pp.81–88.

Laws, R.M. 1960. The southern elephant seal (Mirounga leon-
ina Linn.) at South Georgia. Norsk Hvalfangst-Tidende,
Vol. 49, pp.466–476, 520–542.

Laws, R.M. 1994. History and present status of southern ele-
phant seal populations. Pp.49–65. In Le Boeuf, B.J. and
Laws, R.M. (eds). Elephant Seals: Population Ecology,
Behavior and Physiology. University of California Press,
Berkeley. 414pp.

Le Boeuf, B.J. and Laws, R.M. 1994. An introduction to the
genus. Pp.1–26. In Le Boeuf, B.J. and Laws, R.M. (eds).
Elephant Seals: Population Ecology, Behavior and
Physiology. University of California Press, Berkeley. 414pp.

Le Boeuf, B.J., Morris, P.A. and Blackwell, S.B. 1996. Diving
behaviour of juvenile northern elephant seals. Canadian
Journal of Zoology, Vol. 74, pp.1632–1644.

Le Boeuf, B.J., Naito, Y., Huntley, A.C. and Asaga, T. 1989.
Prolonged, continuous, deep diving by northern elephant
seals. Canadian Journal of Zoology, Vol. 67,
pp.2514–2519.

Ling, J. K. 1999. Exploitation of fur seals and sea lions from
Australian, New Zealand and adjacent subantarctic islands
during the eighteenth, nineteenth and twentieth centuries.
Australian Zoologist, Vol. 31, pp.323–350.

Ling, J.K. and Bryden, M.M. 1992. Mirounga leonina. No.
391. In Hood, C.S. (ed). Mammalian Species. The
American Society of Mammalogists.

Lotek. 1996. Lotek Service Guide. Lotek, St. Johns.
Loughlin, T.R., Bengston, J.L. and Merrick, R.L. 1987.

Characteristics of feeding trips of female northern fur
seals. Canadian Journal of Zoology, Vol. 6, pp.2079–2084.

Luschi, P., Papi, F., Liew, H.C., Chan, E.H. and Bonadonna,
F. 1996. Long distance migration and homing after dis-
placement in the green turtle (Chelonia mydas): a satellite
tracking study. Journal of Comparative Physiology, Vol.
A178, pp.447–452.

McCafferty, D., Boyd, I.L., Walker, T.R. and Taylor, R.I.
1998. Foraging responses of Antarctic fur seals to changes
in the marine environment. Marine Ecology Progress
Series, Vol. 166, pp.285–299.

McCafferty, D., Boyd, I.L., Walker, T.R. and Taylor, R.I.
1999. Can marine mammals be used to monitor oceano-
graphic conditions? Marine Biology, Vol. 134, pp.387–395.

McCann, T.S. and Doidge, D.W. 1987. Antarctic fur seal,
Arctocephalus gazella. Pp.5–8. In Croxall, J.P. and Gentry,
R.L. (eds). Status, Biology, and Ecology of Fur Seals.
National Oceanic and Atmospheric Administration
Technical Report NMFS 51. National Marine Fisheries
Service, Cambridge, Massachusetts.

McConnell, B.J., Chambers, C. and Fedak, M.A. 1992.
Foraging ecology of southern elephant seals in relation to
the bathymetry and productivity of the Southern Ocean.
Antarctic Science, Vol. 4, pp.393–398.

McConnell, B., Cox, O., and Fedak, M. 1994. Satellite
Observation on Free-Living Seals. Report to the United
Nations Environment Program Project FP/5103-85-05.

McConnell, B.J. and Fedak, M.A. 1996. Movements of south-
ern elephant seals. Canadian Journal of Zoology, Vol. 74,
pp.1485–1496.

McDonald, D.M. and Amlaner, C.J. 1980. A practical guide to
radiotracking. Pp.143–160. In Amlaner, C.J. and
McDonald, D.W. (eds). Biotelemetry and Radio Tracking.
Pergamon Press, Oxford. 804pp.

National Research Council. 1999. Sustaining Marine Fisheries.
Committee on Ecosystem Management for Sustainable
Marine Fisheries, Ocean Studies Board, Commission on
Geosciences, Environment and Resources and the National
Research Council. National Academy Press, Washington,
D.C.

Nautical Almanac Office. 1991. Almanac for Computers. United
States Naval Observatory, Washington, D.C.

Odland, J. 1988. Spatial Correlation. Sage Publications,
Newbury Park. 87pp.

Papi, F., Ioalé, P., Dall’Antonia, P. and Benvenuti, S. 1991.
Homing strategies of pigeons investigated by clock shift
and flight path reconstruction. Naturwissenschaften, Vol.
78, pp.370–373.

Payne, M.R. 1977. Growth of a fur seal population.

PINNIPED MOVEMENTS 909

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)



Philosophical Transactions of the Royal Society of
London, Series B, Vol. 279, pp.67–79.

Payne, M.R. 1979. Growth in the Antarctic fur seal
Arctocephalus gazella. Journal of Zoology, London, Vol.
187, pp.1–20.

Ponganis, P.J., Ponganis, E.P., Ponganis, K.V., Kooyman,
G.L., Gentry, R.L. and Trillmich, F. 1990. Swimming
velocities in otariids. Canadian Journal of Zoology, Vol.
68, pp.2105–2112.

Richards, R. 1982. Whaling and Sealing at the Chatham
Islands. Roebuck, California. 89pp.

Richards, R. 1994. The upland seal of the Antipodes and
Macquarie Islands: a historian’s perspective. Journal of the
Royal Society of New Zealand, Vol. 24, pp.289–295.

Robinson, A.C. and Dennis, T.E. 1988. The status and man-
agement of seal populations in South Australia. Pp.87–110.
In Augee, M.L. (ed). Marine Mammals of Australasia.
Field Biology and Captive Management. Royal Zoological
Society of New South Wales, Mosman. 140pp.

Roux, J-P. 1987. Recolonisation processes in the subantarctic
fur seal, Arctocephalus tropicalis, on Amsterdam Island.
Pp.189–194. In Croxall, J.P. and Gentry R.L. (eds). Status,
Biology, and Ecology of Fur Seals. National Oceanic and
Atmospheric Administration Technical Report NMFS 51.
National Marine Fisheries Service, Cambridge,
Massachusetts.

Scott, J. 1994. Marine Conservation at Macquarie Island. A
Marine Conservation Strategy and an Account of the
Marine Environment. Parks and Wildlife Service,
Tasmania, Hobart.

Shaughnessy, P.D. 1998. Continued increase in the population
of Antarctic fur seals, Arctocephalus gazella, at Heard
Island, Southern Ocean. Marine Mammal Science, Vol. 14,
pp.384–389.

Shaughnessy, P.D. 1999. The Action Plan for Australian Seals.
Environment Australia, Canberra. 116pp.

Shaughnessy, P.D. and Goldsworthy, S.D. 1990. Population
size and breeding season of the Antarctic fur seal
Arctocephalus gazella at Heard Island—1987/88. Marine
Mammal Science, Vol. 6, pp.292–304.

Shaughnessy, P.D., Testa, J. and Warneke, R.M. 1995.
Abundance of Australian furseal pups, Arctocephalus
pusillus doriferus, at Seal Rocks, Victoria, 1991–92 from
Petersen and Bayesian estimators. Wildlife Research, Vol.
22, pp.625–632.

Siniff, D.B., DeMaster, D.P. and Hofman, R.J. 1977. An
analysis of the dynamics of a Weddell seal population.
Ecological Monographs, Vol. 47, pp.319–335.

Siniff, D.B., Testa, J.R. and Keuchl, V.B. 1969. Population
studies of Weddell seals at McMurdo Station. Antarctic
Journal of the United States, Vol. 4, pp.120–121.

Slade, R.W. 1997. Genetic studies of the southern elephant seal
Mirounga leonina. Pp.11–29. In Hindell, M.A. and
Kemper, C. (eds). Marine Mammal Research in the
Southern Hemisphere. Volume 1: Status Ecology and
Medicine. Surrey Beatty and Sons, Sydney. 186pp.

Slip, D.J. 1997. Diving and foraging behaviour of juvenile
southern elephant seals from Heard Island. Pp.114–124. In
Hindell, M.A. and Kemper, C. (eds). Marine Mammal
Research in the Southern Hemisphere. Volume 1: Status
Ecology and Medicine. Surrey Beatty and Sons, Sydney.
186pp.

Slip, D.J., Hindell, M.A. and Burton, H.R. 1994. An
overview of diving behaviour of southern elephant seals
from Macquarie Island. Pp.253–270. In Le Boeuf, B.J. and
Laws, R.M. (eds). Elephant Seals. Population Ecology,
Behavior and Physiology. University of California Press,
Berkeley. 414pp.

Smith, I.W.G. 1989. Maori impact on the marine megafauna:
pre-European distributions of New Zealand sea mammals.
Monograph 17, pp.76–108. In Sutton, D.G. (ed). Saying So
Doesn’t Make it So. Papers in Honour of B. Foss Leach.
New Zealand Archaeological Association, Dunedin, New
Zealand.

Smith, R.I.L. 1988. Destruction of Antarctic terrestrial ecosys-
tems by a rapidly increasing fur seal population. Biological
Conservation, Vol. 45, pp.55–72.

Staples, D. 1996. Indicators of Sustainable Fisheries
Development. Pp.719–725. In Hancock, D.A., Smith,
D.C., Grant, A. and Beumer, J.P. (eds). Second World
Fisheries Congress: Developing and Sustaining World
Fisheries Resources. CSIRO Australia, Canberra.

Stewart, B.S. 1997. Ontogeny of differential migration and
sexual segregation in northern elephant seals. Journal of
Mammalogy, Vol. 78, pp.1101–1116.

Stewart, B.S. and DeLong, R.L. 1993. Seasonal dispersion
and habitat use of foraging northern elephant seals.
Pp.171–194. In Boyd, I.L. (ed). Marine Mammals:
Advances in Behavioural and Population Biology.
Symposium of the Zoological Society of London, Oxford
University Press, Oxford. 404pp.

Strange, I.J. 1973. The silent ordeal of a south Atlantic archi-
pelago. Natural History, Vol. 82, pp.30–39.

Sturlaugsson, J. and Johansson, M. 1998. Migration study of
wild sea trout (Salmo trutta L.) in SE-Iceland: depth move-
ments and water temperature recorded by data storage tags
in freshwater and marine environment. Proceedings of the
Fifth European Conference on Wildlife Telemetry, 25–30
August 1996. Strasbourg, France.

Tedman, R. and Green, B. 1987. Water and sodium fluxes and
lactational energetics in suckling pups of Weddell seals
(Leptonychotes weddellii). Journal of Zoology, London,
Vol. 212, pp.29–42.

Testa, J.W., Hill, S.E.B. and Siniff, D.B. 1989. Diving behav-
ior and maternal investment in Weddell seals
(Leptonychotes weddellii). Marine Mammal Science, Vol.
5, pp.399–405.

Testa, J.W., Oehlert, G., Ainley, D.G., Bengston, J.L., Siniff,
D.B., Laws, R.M. and Rounsevell, D. 1991. Temporal
variability in Antarctic marine ecosystems: periodic fluctu-
ations in the phocid seals. Canadian Journal of Fisheries
and Aquatic Sciences, Vol. 48, pp.631–639.

Testa, J.W., Siniff, D.B., Croxall, J.P. and Burton, H.R.
1990. A comparison of reproductive parameters among
three populations of Weddell seals (Leptonychotes weddel-
li). Journal of Animal Ecology, Vol. 59, pp.1165–1175.

Thompson, D. and Fedak, M. 1993. Cardiac responses of grey
seals during diving at sea. Journal of Experimental
Biology, Vol. 174, pp.139–164.

Thompson, D., Hiby, A.R. and Fedak, M.A. 1993. How fast
should I swim: behavioural implications of diving physiol-
ogy. Pp.349–368. In Boyd, I.L. (ed). Marine Mammals:
Advances in Behavioural and Population Biology.
Symposium of the Zoological Society of London, Oxford

910 ACCELERATED CHANGE: CHAPTER 38

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)



University Press, Oxford. 404pp.
Thompson, P.M. 1993. Harbour seal movement patterns.

Pp.225–239. In Boyd, I.L. (ed). Marine Mammals:
Advances in Behavioural and Population Biology.
Symposium of the Zoological Society of London, Oxford
University Press, Oxford. 404pp.

Trillmich, F. and Ono, K.N. (eds). 1991. Pinnipeds and El
Niño: Responses to Environmental Stress. Springer-Verlag,
Berlin.

Vincent, W.F., Howard-Williams, C., Tildesley, P. and
Butler, E. 1991. Distribution and biological properties of
oceanic water masses around the South Island, New
Zealand. New Zealand Journal of Marine and Freshwater
Research, Vol. 25, pp.21–42.

Walker, B.G. and Boveng, P.L. 1995. Effects of time-depth
recorders on maternal foraging and attendance behavior of
Antarctic fur seals (Arctocephalus gazella). Canadian
Journal of Zoology, Vol. 73, pp.1538–1544.

Warneke, R.M. 1982. The distribution and abundance of seals
in the Australasian region, with summaries of biology and
current research. Pp.431–475. In Mammals in the Sea.
Volume 4: Small Cetaceans, Seals, Sirenians, and Otters.
FAO Fisheries Series 5, Food and Agriculture Organisation
of the United Nations, Rome.

Warneke, R.M. and Shaughnessy, P.D. 1985. Arctocephalus
pusillus, the South African and Australian fur seal: taxono-
my, evolution, biogeography and life history. Pp.53–57. In
Ling, J.K. and Bryden, M.M. (eds). Studies of Sea
Mammals in South Latitudes. South Australian Museum,
Adelaide. 132pp.

Wartzok, D., Elsner, R., Stone, H., Kelly, B. and Davis, R.
1992b. Under-ice movements and the sensory basis of hole
finding by ringed and Weddell seals. Canadian Journal of
Zoology, Vol. 70, pp.1712–1722.

Wartzok, D., Sayegh, S., Stone, H., Barchak, J., Barnes, W.
1992a. Acoustic tracking system for monitoring under-ice
movements of polar seals. Journal of the Acoustic Society
of America, Vol. 92, pp.682–687.

Weimerskirch, H., Wilson, R.P., Guinet, C. and Koudil, M.
1995. Use of seabirds to monitor sea-surface temperatures
in the Southern Ocean. Marine Ecology Progress Series,
Vol. 126, pp.299–303.

Whitehead, M.D., Johnstone, G.W. and Burton, H.R. 1990.
Annual fluctuations in productivity and breeding success
of Adélie penguins and fulmarine petrels in Prydz Bay,
East Antarctica. Pp.214–223. In Kerry, K.R. and Hempel,
G. (eds). Antarctic Ecosystems. Ecological Changes and
Conservation. Springer-Verlag, Berlin. 427pp.

Wildlife Protection (Regulation of Exports and Imports)
Act. 1982. Act no. 149 of 1982 as amended (24 January
2000). Prepared by the Office of Legislative Drafting,
Attorney-General’s Department, Canberra.

Wilkinson, I.S. and Bester, M.M. 1990. Continued population
increase in fur seals, Arctocephalus tropicalis and A. gazel-
la, at the Prince Edward Islands. South African Journal of
Antarctic Research, Vol. 20, pp.58–63.

Wilson, R.P., Culik, B.M., Bannasch, R. and Lage, J. 1994.
Monitoring Antarctic environmental variables using pen-
guins. Marine Ecology Progress Series, Vol. 106,
pp.199–202.

Wilson, R.P., Putz, K., Charrassin, J.B., Lage, J. 1995.
Artifacts arising from sampling interval in dive depth stud-
ies of marine endotherms. Polar Biology, Vol. 15,
pp.575–581.

Zamon, J.E., Greene, C.H., Meir E., Demer, D.A., Hewitt,
R.P. and Sexton, S. 1996. Acoustic characterization of the
three-dimensional prey field of foraging chinstrap pen-
guins. Marine Ecology Progress Series, Vol. 131, pp.1–10.

PINNIPED MOVEMENTS 911

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)



PLATES 128–131

Reprinted from Evolution and Biogeography of Australasian Vertebrates (Merrick et al., Eds. 2006)

Plate 130. This Australian sea lion (Neophoca
cinerea) mother and pup are from Kangaroo
Island, South Australia. Photograph S. Allen.

Plate 131. A young female Australian sea lion
hauled out on a Kangaroo Island beach.
Photograph S. Allen.

Plate 128. A crabeater seal (Lobodon carcinophaga)
from the pack ice of Antarctica. This species
consumes krill. Photograph R. Harcourt.

Plate 129. Australian fur seals (Arctocephalus
pusillus doriferus) underwater. This subspecies
was heavily culled in the 19th century, but
recent evidence indicates that southern
Australian populations are recovering.
Photograph R. Harcourt.
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Plate 132. A Time-Depth Recorder (TDR) and
Platform Transmitter Terminal (PTT)
attached to a male fur seal Photograph R.
Kirkwood.

Plate 133. Attaching an acoustic transmitter to a
female Weddell seal Photograph T. Dorr and
R. Harcourt.

Plate 134. A southern elephant seal female at
Macquarie Island with a geo-locating
Time-Depth Recorder (TDR) and VHF
transmitter (with antenna) attached.
Photograph C. Bradshaw.
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