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Abstract: Stable isotope analysis of feathers can provide an indirect method to investigate the diet and
foraging locations of birds during the time the feathers were growing. We used the isotopic composition of
experimentally-induced feathers to investigate the foraging locations of the Hutton’s shearwater (Puffinus
huttoni), an endangered seabird that is a breeding endemic to the Kaikōura region of New Zealand. The isotopic
composition of feathers was first compared with potential prey items collected from the near-shore marine
environment near the breeding colony. By applying trophic fractionation factors (2–4 ‰ increase in δ15N for
every 1 ‰ increase in δ13C) and comparing the isotopic composition of the induced tail feathers and sampled
prey items, we found that feather isotopic compositions were not consistent with a diet based on feeding locally.
Both the δ13C and δ15N from zooplankton and fish collected within 8 km of Kaikōura were significantly different
than the isotopic composition of induced feathers and were outside of the range expected for consumed local
prey items. Instead, we found the isotopic composition of Hutton’s shearwater feathers was more consistent
with feeding on potential prey items in the seas north-east and around Banks Peninsula, an area c. 100 km south
of the breeding colony and where they had been tracked previously. Stable isotope analysis can provide insight
into the foraging behaviour of birds at sea and demonstrates the importance of isotopic research in pinpointing
foraging locations in seabirds with large geographic ranges.
Keywords: New Zealand, seabird, diet, feather composition, tracking

Introduction
Studies of foraging behaviour and diet can be difficult in highly
pelagic seabirds that spend long periods of time at sea. Direct
collection techniques to determine diet can be invasive, and
these samples may be limited in temporal and spatial scope, or
difficult to identify if partially digested (West & Imber 1985;
Barrett et al. 2007). Although recent developments in tracking
technology have greatly aided in determining movements and
locations of seabirds in the marine environment (Matsumoto
et al. 2017; Alonso et al. 2018; Bennet et al. 2019), linking
locations with variation in diet is still problematic as the
occurrence of a bird in an area does not necessarily mean they
are feeding nor can their diet be determined from location
data alone.
Stable isotope analysis (SIA) is a powerful ecological
tool that can be used to indirectly investigate the diet of
seabirds across a range of spatial and temporal scales (Inger
& Bearhop 2008) and thus pinpoint key feeding locations. For
example, in species that moult in the non-breeding range, SIA
of feathers from birds returning to the breeding grounds can
be used to determine their diet during the period where the
DOI: https://dx.doi.org/10.20417/nzjecol.46.5

feathers were grown, while forced regrown feathers that were
induced on the breeding grounds can provide an indication
of diet during the breeding period (Quillfeldt et al. 2005).
By applying different trophic enrichment factors (Linnebjerg
et al. 2016) associated with the metabolism of prey items of
known isotopic composition, it is possible to investigate sexual
and temporal variation in diet, infer the trophic position of a
species, and to make a more direct link between the locations
of birds with the areas in which they are feeding (Rau et al.
1992; Quillfeldt et al. 2005; Gladbach et al. 2007; Caut et al.
2009; Phillips et al. 2009).
Pelagic seabirds (Order Procellariiformes) occur in most
of the world’s oceans, and many temperate-breeding species
make trans-equatorial migrations between the breeding and
non-breeding period (Warham 1990). Unlike these species,
the Hutton’s shearwater (Puffinus huttoni) remains in the
Southern Hemisphere and migrates from its breeding grounds
in Kaikōura, South Island, New Zealand to the Indian Ocean
off the coast of Western Australia during the non-breeding
period (Halse 1981). Although details of its movements are
poorly known, adult Hutton’s shearwaters undergo their postbreeding moult away from the New Zealand breeding grounds
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and presumably while residing in the Indian Ocean (Robinson
1973; Halse 1981; Marchant & Higgins 1990). Up until 1965,
the breeding location of Hutton’s shearwater was unknown
although they were observed at sea, rafting within coastal
areas near Kaikōura (Harrow 1965, 1976). Eventually eight
breeding colonies were identified within the Seaward and Inland
Kaikōura Ranges, all above 1200 m a.s.l. (Harrow 1965, 1976;
Sherley 1992). By the 1980s only two breeding areas remained
(Kaikōura River and Shearwater Stream), and the population
had declined due to predation, predominantly by feral pigs
(Sus scrofa; Cuthbert 2002; Sommer et al. 2009). As a result,
the Hutton’s shearwater is currently classified as endangered
(IUCN 2018) and threatened and nationally vulnerable under
the New Zealand Threat Classification (Birdlife International
2017). To ensure their conservation, a new population has been
established by translocation to a lowland site on the Kaikōura
Peninsula (Rowe 2014). To date, research on the Hutton’s
shearwater has focused on monitoring population size and
assessing predation risk within the alpine colonies (Cuthbert
2001), but little is known about their foraging behaviour and
diet, either on their breeding or non-breeding grounds. It is
believed that Hutton’s shearwater feed on a variety of small fish,
crustaceans, and squid (Tarburton 1981; West & Imber 1985).
In a recent study using GPS (global positioning systems)
tracking devices, we confirmed that movements of Hutton’s
shearwaters included forays into the seas adjacent to the
breeding colony as well as longer trips south towards the seas
off the east and north-east coast of Banks Peninsula (Bennet
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et al. 2019). However, it was not clear from our tracking study
exactly where birds were feeding as some areas may have
been used for rafting or other non-foraging activities. The
objective of this paper was to identify the foraging locations
of Hutton’s shearwaters during the breeding season using
isotopic signatures from shearwater feathers and their potential
prey. To achieve this goal, we compared the δ13C and δ15N
values of induced tail feathers to the carbon and nitrogen
isotope composition of potential prey items collected from
coastal environments both near the colony and further out
to sea. The ability to identify likely foraging areas based on
the isotopic composition of feather specimens represents an
important non-invasive approach for identifying regions for
targeted fisheries bycatch risk reduction of seabirds (Oliveira
et al. 2015; Meier et al. 2017), including Hutton’s shearwaters
(West & Imber 1985).

Methods
Feather collection and prey sampling
During the 2014–2015 breeding season, adult Hutton’s
shearwater (Puffinus huttoni) tail feathers were collected from
the alpine Kowhai River colony (> 1200 m a.s.l.; n = 34 feathers)
and the coastal Kaikōura Peninsula (Te Rae O Atiu; c. 80 m
a.s.l.; n = 28 feathers) colony for stable isotope analysis (Fig.
1). From mid-November to early December 2014, birds were
captured and a single tail feather (rectrices R5) was removed

Figure 1. Map illustrating the location of the breeding colonies of Hutton’s shearwaters (circles) in Kaikōura and zooplankton and larval
fish collection sites near Kaikōura (crosses) and Banks Peninsula (A) and open ocean areas (B and C), New Zealand.
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from each adult. These first-plucked feathers were grown on
their non-breeding grounds, presumably in the Indian Ocean
(Halse 1981; Marchant & Higgins 1990). In January 2015, we
then collected the induced regrown feathers. Leg band number
was used to identify birds and the same tail feathers (R5) were
collected. As induced feathers were grown while birds were on
the breeding grounds, their isotopic signature should reflect the
local diet. All feathers were stored in individual paper envelopes
before being prepared for analyses. Each feather was cleaned
of surface contaminants using 2:1 chloroform:methanol, rinsed
in nano-pure deionised water, and air-dried in glass vials with
silicon natural/PTFE septa EPA caps.
To determine the δ13C and δ15N values of potential
shearwater prey items (zooplankton and fish), samples were
collected at two sites: (1) between two to eight km off the
Kaikōura coast, an area near the breeding colony where
shearwaters are often seen in large rafts and potentially feeding,
and (2) off the coast of Banks Peninsula (Fig. 1), an area of
offshore seas c. 100 km south of the breeding colony to which
Hutton’s shearwaters have been tracked by GPS (Bennet et al.
2019). Collecting in Kaikōura was done with an oblique tow
using a box-pyramid design plankton net (250 μm). Tows were
run between November 2014 and January 2015. The tow was
run from a depth of 50 m and the net was gradually winched to
the surface over a 10 min period. Tow samples were sorted into
one of nine groups (amphipod, cephalopod, crustacean larvae,
copepod, euphausiid, Munidae, mysis, stomatopod, and fish),
and dried at 55°C. Samples from the open ocean (north-east of
Banks Peninsula) and east of Banks Peninsula were collected
using a multiple opening/closing net and environmental sensing
system (MOCNESS) by the National Institute of Water and
Atmospheric Research (NIWA). Mixed zooplankton species
were collected from depths of 5–50 m from 6 to 12 December
2015. Hutton’s shearwaters dive to depths of 35 m (Bennet
et al. 2020), thus our samples encompassed the range of prey
they would likely encounter while foraging.
Isotopic analysis
To run the isotopic analyses, fish, zooplankton, and feather vane
samples were finely chopped and 500 micrograms (± 100 μg)
placed into tin capsules (OEA Laboratories 8 mm × 5 mm).
Samples were analysed for δ13C, δ15N, %C and %N using
continuous-flow isotopic-ratio mass spectrometry. Data were
normalised to Vienna PeeDee Belemnite (PDB) for δ13C and
Air for δ15N based on replicate analyses of certified reference
materials IAEA-N-1, IAEA-N-2, IAEA-CH-3, NBS22, and
NBS19 in each analytical sequence. Results are expressed in
conventional δ-notation, expressed in parts per thousand (‰)
according to the following equation:
δX = [(Rsample/Rstandard) – 1] × 1000
13

15

(1)
13

12

where X is C or N and R is the corresponding ratio C/ C
or 15N/14N (Cherel et al. 2005a; Hobson 2005). The Rstandard
values were based on the PDB for 13C and atmospheric N2 (AIR)
for δ15N. We have applied caution when assessing the feather
isotopic composition compared to the potential food items
δ13C/δ15N values by applying various trophic fractionation
factors (e.g. 2–4 ‰ increase in δ15N for every 1 ‰ increase
in δ13C) (Cherel et al. 2005b; Caut et al. 2009).

Results
The composition of potential food items varied over the
season and between collecting areas near Kaikōura and the
open ocean by Banks Peninsula (Fig. 2; Table 1). Values of
δ13C and δ15N from samples collected between November to
January overlapped extensively, but we observed a negative
shift in the average δ13C values of zooplankton from −21.30/00
in November to −22.3‰ in January, and of fish from −21.1‰
to −22.1‰, in the same time period (Table 1). The δ15N values
for fish were initially 11.3‰ in November and December,
before declining to 10.4‰ in January, whereas δ15N values for
zooplankton increased and remained high over the same period
(9.3 to 9.7‰, respectively). Zooplankton samples collected
off Banks Peninsula and from the open ocean north-east of
Banks Peninsula during December (−21.1‰) were comparable
to the Kaikōura δ13C value, but showed a much lower δ15N
value (7.3‰ to 9.7‰, respectively).
The average values of δ13C and δ15N for induced Hutton’s
shearwater (Puffinus huttoni) tail feathers are shown in Fig.
2 and Table 1. Values of δ13C and δ15N from feather samples
were −17.2 ± 0.2 and 13.0 ± 0.3, respectively. The induced tail
feather samples were enriched in both 13C and 15N compared
to potential prey values with the magnitude of enrichment
depending on the trophic fractionation factor used (2–4‰
increase in δ15N for every 1 ‰ increase in δ13C). Variability
was also observed between months for δ13C and δ15N prey and
feather values (Fig. 2; Table 1). The average δ13C values for
larval fish (−21.1 ± 0.4 to −22.1 ± 0.3) and zooplankton (−21.2
± 0.3 to −22.3 ± 0.3) from near-shore Kaikōura waters were
less positive compared to the induced tail feathers (−17.2 ± 0.2)
collected during the breeding season (Table 1). Irrespective of
the trophic fractionation factor used, the induced tail feathers
were outside of the range expected if the birds were foraging
in the near-shore Kaikōura waters. However, the induced
feather composition was consistent with a 2–4‰ increase in
δ15N for every 1‰ increase in δ13C if the birds were foraging
offshore of Banks Peninsula or in the open ocean north-east
of Banks Peninsula.
As it is possible that the different time periods of sampling
potential prey items (November to January in Kaikoura, and
only in December in waters off Banks Peninsula) affected
our interpretation, we also compared trophic fractionation in
December alone to control for any seasonal effects (Figs 2b,
d). However, the pattern we found is the same as that when
using prey samples from the entire period from November
to January.

Discussion
Using isotopic analysis of induced Hutton’s shearwater
(Puffinus huttoni) feathers and prey collected from potential
foraging locations, we show that foraging at sea occurs primarily
south of their breeding colony, in the seas surrounding Banks
Peninsula, an area to which they had been tracked previously
using GPS locators (Bennet et al. 2019). The apparent lack of
foraging within the Kaikōura near-shore area was not expected
as birds are regularly seen rafting and flying in this area in large
numbers. Despite the range in available prey in the local area
and the overlap in prey species between months, the isotopic
composition of the induced Hutton’s shearwater feathers was
not consistent with foraging on the local food web. Instead, our
results indicate the Hutton’s shearwater forage away from the
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Figure 2. Stable isotope compositions for zooplankton and fish and the isotopic composition of Hutton’s shearwater tail feathers (mean
± CI and values for single prey items). Feather data plotted include samples from both the Kaikōura alpine and peninsula sites. Plankton
tow samples collected monthly (2014–15) from the near-shore Kaikōura coastline (A) November, (B) December (crustacean larvae
obscured by arrows), and (C) January compared to induced tail feather δ13C/δ15N values from the breeding season; (D) Zooplankton
(December 2015) collected from offshore waters (site A 44.1473 S, 174.039 E; site B 43.519 S, 174.573 E; site C 43.236 S, 175.865 E),
east and north-east of the Banks Peninsula compared to regrown breeding season tail feather δ13C/δ15N values. The arrows indicate the
2–4‰ increase in δ15N for every 1‰ increase in δ13C (yellow 2‰, blue 3‰ and green 4‰ increase in δ15N).
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Table 1. Summary of δ13C and δ15N values (mean ± CI) for fish, zooplankton and Hutton’s shearwater adult tail feathers
sampled during 2014–15. BP: zooplankton collected from offshore waters, east coast of the Banks Peninsula area; all other
samples
are from the Kaikōura near-shore waters; breeding season feathers were induced and regrown during this study.
__________________________________________________________________________________________________________________________________________________________________
Sample
Season
		

Mean ± CI

δ13C (‰)

Range (‰)

Mean ± CI

−18.7 to −24.2
−17.3 to −23.5
−19.1 to −24.9
−19.6 to −22.2
−20.7 to −22.7
−20.5 to −23.6
−17.4 to −24.0
−16.1 to −18.2

11.3 ± 0.6
11.3 ± 0.8
10.4 ± 0.6
9.3 ± 0.2
9.7 ± 0.4
9.7 ± 0.3
7.3 ± 1.0
13.0 ± 0.3

δ15N (‰)

Range (‰)

__________________________________________________________________________________________________________________________________________________________________

Fish
Zooplankton

Feathers

November (n = 18)
December (n = 12)
January (n = 31)
November (n = 66)
December (n = 57)
January (n = 82)
December: BP (n = 20)
Breeding (n = 31)

−21.1 ± 0.4
−21.6 ± 0.4
−22.1 ± 0.3
−21.3 ± 0.3
−21.2 ± 0.3
−22.3 ± 0.3
−21.1 ± 0.9
−17.2 ± 0.2

12.5 to 7.4
14.7 to 6.0
13.4 to 7.1
13.3 to 9.1
12.3 to 7.2
14.0 to 8.4
10.8 to 3.7
14.4 to 10.5

__________________________________________________________________________________________________________________________________________________________________

Kaikōura region as the isotopic composition of their induced
feathers was more comparable to isotopic ratios from prey
collected c. 100 km south towards Banks Peninsula.
By selecting trophic discrimination factors between
potential prey items and the consumer’s tissues (i.e. feathers),
we were able to investigate whether Hutton’s shearwaters had
consumed a diet from the prey collected from two locations
in which foraging was suspected (Hobson 1993; Cherel et al.
2005b; Labbé et al. 2013). However, setting rates of isotopic
enrichment between trophic levels may vary, and setting a
single fractionation value may influence the interpretation
of the food web (Table 2; Hobson & Welch 1992;, Bearhop
et al. 2002; Linnebjerg et al. 2016). For example, the trophic
fractionation factor for breast feathers from four penguin
species varied between 2.1–4.8‰ in δ15N for wild and captive
fed individuals (Mizutani et al. 1992; Cherel et al. 2005b; Cherel
et al. 2005a; Polito et al. 2011). As trophic fractionation factors
are not available for most Procellariiformes, we used other
species of seabirds (i.e. Sphenisciformes, Charadriiformes,
and Suliformes) as the closest analogues. Like Hutton’s
shearwaters, all these species are avian predators in the
marine environment and, although there is variation in feeding
behaviours across species, we assumed metabolic assimilation
would be similar enough to imply similar enrichment factors.
Without undertaking a captive feed study and comparing it to
wild animals, the exact differences in trophic discrimination
factors cannot be measured directly, but this was beyond the
scope of our study. Hence, we used a range of δ15N values
(2–4‰) to account for the variation found within each trophic
level, allowing for any potential error (Cherel et al. 2005b).
Variation in isotopic composition of potential prey species
was observed between months and between the Kaikōura
near-shore and Banks Peninsula. The 2–4‰ increase in
δ15N for every 1‰ increase in δ13C corresponded with the
greatest diversity of prey species in November (Fig. 2a). The
2‰ increase in δ15N for November and December was due
to cephalopod and crustacean larvae prey caught at this time,
while only crustacean larvae were identified as potential prey
to explain the 2‰ increase in δ15N for the plankton tows in
January (Fig. 2c). Potentially, a change in shearwater diet to
feeding extensively on Munidae and cephalopods in waters near
Kaikoura could explain a 3–4‰ increase in δ15N for every 1‰
increase in δ13C (Figs 2a, b). Nevertheless, we suggest this is
less likely conclusion than the shearwaters feeding primarily
in waters off Banks Peninsula as the replacement feathers took
eight to ten weeks to grow, and the period in which these prey
items were available off the coast of Kaikoura would not cover

the entire growth period of the feathers. When compared to the
values of δ13C and δ15N in Hutton’s shearwater tail feathers,
the best trophic fractionation model (2–4‰ increase in δ15N
for every 1‰ increase in δ13C) observed between the induced
tail feathers and the Kaikōura near-shore samples was a 2‰
increase in δ15N. In contrast, a more likely trophic relationship
was observed for the induced feather composition following
the 2–4‰ increase in δ15N for every 1‰ increase in δ13C
between the zooplankton collected offshore (80–200 km) from
Banks Peninsula, during the breeding period (Fig. 2d). These
results suggest that the Hutton’s shearwater predominantly
forage further south and not in the local area near the colonies.
Hutton’s shearwater forage on small fish, crustaceans,
and squid (Harrow 1976; Tarburton 1981; West & Imber
1985), although the actual diet has not been studied in detail,
nor how it may vary with season or geographic area. During
the breeding season, foraging locations and diet of seabirds
may vary depending on chick requirements and adult selfmaintenance (Cherel et al. 2005a). Our analysis of zooplankton
and larval fish samples collected during the breeding season
from the Kaikōura near-shore demonstrated that a variety
of potential prey items can be identified if nitrogen isotope
trophic fractionation ranged between 2 and 4‰ for each 1‰
increase in δ13C, and these varied across the range in δ15N
values (Fig. 2). For example, samples collected in November
included cephalopods and a variety of crustaceans for all trophic
fractionation factors, but no fish were detected within any of
the trophic fractionation factors. However, this pattern did not
continue in December or January (Figs 2a–c). If shearwaters
were utilising a 2‰ increase in δ15N for every 1‰ increase
in δ13C, the availability of prey species in Kaikōura remains
a plausible explanation for tail feather isotopic composition,
but this explanation is less likely as the δ15N values increases,
and it becomes difficult to associate a trophic fractionation
model with the tail feather isotopic composition over the 3‰
and 4‰ δ15N increase as no prey items were observed within
the 10–13‰ isotopic ranges (Fig. 2) when an increase in δ15N
for every 1‰ increase in δ13C is considered. This suggests
that the shearwaters must be predominantly foraging away
from the near-shore coastal system, or alternatively they were
foraging in the Kaikōura area but not feeding on the prey items
sampled during the collection period. As our tows sampled
the full range of prey likely to occur in the diet of Hutton’s
shearwaters (from zooplankton to fish; see methods section),
this interpretation seems less likely.
As variability in δ13C in the range of 4–6‰ has been
observed in captive species (Mizutani et al. 1992; Cherel
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Table 2. Published carbon (Δ13C) and nitrogen (Δ15N) discrimination factors between feathers and diet for a range of
seabird
species.
__________________________________________________________________________________________________________________________________________________________________
Seabird
Diet
Diet
		analysis

Feather

Environment

n

Δ13C

Δ15N

Source

__________________________________________________________________________________________________________________________________________________________________

Little blue penguin
Sprat
Whole
Body
Captive
12
2.36
3.66
Bushman
(Eudyptula minor)
							
(2016)*
Humboldt's penguin
Anchovy
Whole
Body
Captive
16/14
2.9 ± 0.2 4.8 ± 0.5
Mizutani et al.
(Spheniscus humboldti)								
(1992)*
Rockhopper penguin
Capelin
Muscle
Back
Captive
9
0.6
3.5
Cherel et al.
(Eudyptes chrysocome)
							
(2005b)
Rockhopper penguin
Capelin
Whole
Back
Captive
9
0.1
4.4
Cherel et al.
(Eudyptes chrysocome)								
(2005b)
King penguin
Herring
Muscle
Back
Captive
10
0.3
2.7
Cherel et al.
(Aptenodytes patagonicus)
							
(2005b)
King penguin
Herring
Whole
Back
Captive
10
0.1
3.5
Cherel et al.
(Aptenodytes patagonicus)
							
(2005b)
King penguin
Myctophids
Whole
Body
Wild
10/12
–
3.3–3.6
Cherel et al.
(Aptenodytes patagonicus)☨
							
(2005a)
Gentoo penguin
Herring
Whole
Body
Captive
20
1.3 ± 0.5 3.5 ± 0.4
Polito et al.
(Pygoscelis papua)								
(2011)
Common murre
Sandeel
Whole
Body
Wild
8
1.0
3.3
Thompson &
(Uria aalge)☨
							
Furness (1995)
Common murre
Capelin
Muscle
Body
Captive
11
2.5 ± 0.2 3.6 ± 0.2
Becker et al.
(Uria aalge)
							
(2007)
Common murre
Capelin
Muscle
Primary
Captive
11
1.9 ± 0.3 3.7 ± 0.2
Becker et al.
(Uria aalge)								
(2007)
Common cormorant
Mackerel
Whole
Primary
Captive
17/16
3.8 ± 0.5 3.7 ± 0.6
Mizutani et al.
(Phalacrocorax carbo)
							
(1992)*
Broad-billed prion
Zooplankton
Whole
Body
Wild
6
2.5
4.3
Thompson &
(Pachyptila vittata)
							
Furness (1995)
Arctic tern
Sandeel
Whole
Back
Wild
8
2.1
3.4
Thompson &
(Sterna paradisaea)								
Furness (1995)
Subantarctic skua
P. vittata
Feather
Body
Wild
8
0.4
3.0
Thompson &
(Catharacta lonnbergi)
							
Furness (1995)
Great skua
Sprat
Whole
Remiges
Captive
9
5.3
4.4
Bearhop et al.
(Stercorarius skua)								
(2002)*
Ring-billed gull
Perch
Whole
Feather
Captive
14
0.2 ± 1.3
3 ± 0.2
Hobson and
(Larus delawarensis)								
Clarke (1992a)
Black-tailed gull
Saurel
Whole
Primary
Captive
22
3.6 ± 0.5 5.3 ± 0.8
Mizutani et al.
(Larus crassirostris)								
(1992)*
Yellow-legged gull
Marine fish
Whole
Scapular
Wild
107
0.9
1.7
Ramos et al.
(Larus michahellis)☨
							
(2009)
								
Mean (±SD) All feather-diet studies (marine lipids not extracted from prey)		
3.6 ± 1.1 4.4 ± 0.7

__________________________________________________________________________________________________________________________________________________________________

☨feathers sampled from chicks; *Studies that did not lipid extract prey items prior to analysis.				

et al. 2005b; Bushman 2016), a higher trophic discrimination
factor (4‰ δ13C: 2‰ δ15N) would lead to the conclusion that
small fish in the Kaikōura region could explain the isotopic
composition of induced feathers in Hutton’s shearwater.
Indeed, observations have been made of Hutton’s shearwater
consuming small shoaling fish close to the Kaikōura coastline
(Harrow 1976; West & Imber 1985), although how important
this may be in the overall diet is not clear. There are a variety
of possible explanations for the discrepancy between our
isotopic results and observations of fish being taken by
shearwaters near the colony. First, a lot of variability in stable
isotope analysis remains unexplained (Boecklen et al. 2011)
and caution is needed when selecting enrichment factors,
especially for a wild species where no controlled experiment
has been undertaken (Cherel et al. 2005b; Swan et al. 2020).

Conducting experimental feeding trials on wild seabirds is
difficult as these animals would need to be monitored for months
or years (Hobson & Clark 1992a; Cherel et al. 2005b). Second,
the rate of trophic fractionation and dietary change detected
in tissues may vary due to metabolic rate, stress, fasting, and
physical activity (Hobson & Clark 1992a; Cherel et al. 2005b;
Cherel et al. 2005c), as wild animals actively forage to acquire
resources whereas captive animals are provided with food
(Hobson & Clark 1992b, Cherel et al. 2005a; Bond & Jones
2009). Third, the estimated trophic fractionation and trophic
shift in N can greatly vary with prey type (e.g. invertebrates
+1.4‰, alga and plants +2.2‰, vertebrates +3.3‰; McCutchan
et al. 2003). Depending on the proportion of each prey type
consumed, the trophic fractionation values may under- or overestimate the consumer’s trophic position, and this uncertainty
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increases for each additional rise in trophic step (McCutchan
et al. 2003; Caut et al. 2009; Swan et al. 2020). Ultimately,
more systematic observations of Hutton’s shearwaters foraging
at sea are needed to confirm the importance of fish in their
diet as well as our interpretation of the trophic position of this
seabird based on the SIA data.
Understanding the spatial distribution of a species can
enable a more accurate assessment of diet and key areas used
for foraging. During the breeding season, Hutton’s shearwaters
have been tracked flying south from their breeding colony at
distances of 125–365 km, in an area off the coast of Banks
Peninsula and near the Chatham Rise (Bennet et al. 2019). The
δ13C and δ15N composition of zooplankton species collected
between 85–220 km off the coast of Banks Peninsula (Fig.
2d), were more consistent with induced tail feathers suggesting
these represent prey items of the Hutton’s shearwater diet.
Thus, our isotopic data from the induced tail feathers are
consistent with tracking data that indicates most foraging dives
occurred at coastal sites (Canterbury Bight and Pegasus Bay)
and oceanic banks (Mernoo Bank and Urry Bank) near Banks
Peninsula (Bennet et al. 2019). Although we cannot discount
the possibility that the Hutton’s shearwater may sometimes
forage on near-shore Kaikōura on small fish, depending on
the trophic discrimination factor ratio, it is more likely they
are primarily feeding on zooplankton when at the more distant
Banks Peninsula.
Here, we offer an insight into the potential foraging
locations of the Hutton’s shearwater during the breeding
period. We found the isotopic composition of induced Hutton’s
shearwater tail feathers did not conform with the potential
prey species composition in the local area, and therefore we
suggest that either the birds are foraging on something we
did not sample, or they are foraging in areas outside of the
Kaikōura near-shore environment. A possible foraging area
offshore from Banks Peninsula was consistent with the isotopic
composition of induced shearwater feathers and GPS tracking
data supports this conclusion. In contrast, trophic fractionation
models applied to the Kaikōura near-shore plankton and fish
samples did not explain the observed isotopic composition,
suggesting that any foraging in this location may be less than
expected based on the visual presence of birds in the area.
The spatial patterns in foraging behaviour we recorded in
Hutton’s shearwater highlight the need to manage the marine
environment in areas that can sometimes be quite distant from
their breeding colonies.

Conflict of Interest
The authors declare that the research was conducted in the
absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.

Author Contributions
The study was designed jointly by all authors. DB and LR
undertook the field-work and collection of data. DB carried
out the data analysis and writing. TH, SG and JB supervised
the study and contributed to the writing.

7

Data Availability Statement
The datasets generated for this study are available on request
to the corresponding author.

Acknowledgments
We thank Sherin Marriott, Rennie Bishop, and Jin Lee for help
in the field. We wish to acknowledge the Hutton’s Shearwater
Charitable Trust for providing access to the Kaikōura Peninsula
colony and to Moira Decima from the National Institute of Water
and Atmospheric Research (NIWA) and the “Coast and Oceans
Food Webs Programme” for access to the Banks Peninsula
zooplankton data. This study was performed with permission
of the Department of Conservation (WAA-38708-FAU) and
the University of Canterbury Animal Ethics Committee
(2014/20R). Funding for this project was provided by the Brian
Mason Scientific and Technical Trust, Birds New Zealand,
New Zealand Federation of Graduate Women, Royal Forest
and Bird Protection Society of New Zealand, Royal Society of
New Zealand, the University of Canterbury, and a scholarship
to the senior author from Geoff Harrow (Kaumatua/Patron of
the Hutton’s shearwater).

References
Alonso H, Granadeiro JP, Dias MP, Catry T, Catry P 2018. Finescale tracking and diet information of a marine predator
reveals the origin and contrasting spatial distribution of
prey. Progress in Oceanography 162: 1–12.
Barrett RT, Camphuysen KC, Anker-Nilssen T, Chardine
JW, Furness RW, Garthe S, Hüppop O, Leopold MF,
Montevecchi WA, Veit RR 2007. Diet studies of seabirds:
a review and recommendations. ICES Journal of Marine
Science: Journal du Conseil 64: 1675–1691.
Bearhop S, Waldron S, Votier SC, Furness RW 2002. Factors
that influence assimilation rates and fractionation of
nitrogen and carbon stable isotopes in avian blood and
feathers. Physiological and Biochemical Zoology 75:
451–458.
Becker BH, Newman SH, Inglis S, Beissinger SR 2007.
Diet-feather stable isotope (δ15N and δ13C) fractionation
in common murres and other seabirds. The Condor 109:
451–456.
Bennet DG, Horton TW, Goldstien SJ, Rowe L, Briskie JV
2019. Flying south: Foraging locations of the Hutton’s
shearwater (Puffinus huttoni) revealed by Time-Depth
Recorders and GPS tracking. Ecology and Evolution 9:
7914–7927.
Bennet DG, Horton TW, Goldstien SJ, Rowe L, Briskie JV
2020. Seasonal and annual variation in the diving behaviour
of Hutton’s shearwater (Puffinus huttoni). New Zealand
Journal of Zoology 47: 300–323.
Birdlife International 2017. Species factsheet: Puffinus huttoni.
http://www.birdlife.org (Accessed on 2 August 2017).
Boecklen WJ, Yarnes CT, Cook BA, James AC 2011. On the
use of stable isotopes in trophic ecology. Annual Review
of Ecology, Evolution, and Systematics 42: 411–440.
Bond AL, Jones IL 2009. A practical introduction to stableisotope analysis for seabird biologists: approaches,
cautions and caveats. Marine Ornithology 37: 183–188.

8

Bushman KL 2016. From fish to fowl: a comparison using stable
isotope analysis of the little penguin (Eudyptula minor)
in captive and wild populations. Unpublished MSc thesis,
University of Canterbury, Christchurch, New Zealand.
Caut S, Angulo E, Courchamp F 2009. Variation in
discrimination factors (Δ15N and Δ13C): the effect of diet
isotopic values and applications for diet reconstruction.
Journal of Applied Ecology 46: 443–453.
Cherel Y, Hobson KA, Weimerskirch H 2005a. Using stable
isotopes to study resource acquisition and allocation in
procellariiform seabirds. Oecologia 145: 533–540.
Cherel Y, Hobson KA, Hassani S 2005b. Isotopic discrimination
between food and blood and feathers of captive penguins:
implications for dietary studies in the wild. Physiological
and Biochemical Zoology 78: 106–115.
Cherel Y, Hobson KA, Bailleul F, Groscolas R 2005c. Nutrition,
physiology, and stable isotopes: new information from
fasting and molting penguins. Ecology 86: 2881–2888.
Cuthbert R 2001. Conservation and ecology of Hutton’s
shearwater (Puffinus huttoni). Conservation Advisory
Science Notes No 335. Wellington, Department of
Conservation. 37 p.
Cuthbert R 2002. The role of introduced mammals and inverse
density-dependent predation in the conservation of
Hutton’s shearwater. Biological Conservation 108: 69–78.
Gladbach A, McGill RR, Quillfeldt P 2007. Foraging areas of
Wilson’s storm-petrel Oceanites oceanicus in the breeding
and inter-breeding period determined by stable isotope
analysis. Polar Biology 30: 1005–1012.
Halse S 1981. Migration by Hutton’s shearwater. Emu 81:
42–44.
Harrow G 1965. Preliminary report on discovery of nesting
site of Hutton’s shearwaters. Notornis 12: 59–65.
Harrow G 1976. Some observations of Hutton’s shearwater.
Notornis 23: 269–288.
Hobson KA 1993. Trophic relationships among high Arctic
seabirds: insights from tissue-dependent stable-isotope
models. Marine Ecology Progress Series 95: 7–18.
Hobson KA 2005. Using stable isotopes to trace longdistance dispersal in birds and other taxa. Diversity and
Distributions 11: 157–164.
Hobson KA, Clark RG 1992a. Assessing avian diets using stable
isotopes II: factors influencing diet-tissue fractionation.
Condor 94: 189–197.
Hobson KA, Clark RG 1992b. Assessing avian diets using
stable isotopes I: turnover of ¹³C in tissues. Condor 94:
181–188.
Hobson K, Welch HE 1992. Determination of trophic
relationships within a high Arctic marine food web using
δ¹³C and δ¹⁵N analysis. Marine Ecology Progress Series
84: 9–18.
Inger R, Bearhop S 2008. Applications of stable isotope
analyses to avian ecology. Ibis 150: 447–461.
IUCN 2018. Puffinus huttoni. The IUCN Red List of Threatened
Species 2018. https://dx.doi.org/10.2305/IUCN.UK.20193.RLTS.T22698252A152719059.3n. (Accessed on 13
June 2019)
Labbé AMT, Dunlop JN, Loneragan NR 2013. Central
place foraging and feather regrowth rate in bridled terns
(Onychoprion anaethetus): an insight from stable isotopes.
Marine and Freshwater Research 64: 1184–1191.
Linnebjerg JF, Hobson KA, Fort J, Neilsen TG, Møller
P, Wieland K, Born EW, Rigét FF, Mosbech A 2016.
Deciphering the structure of the West Greenland marine

New Zealand Journal of Ecology, Vol. 46, No. 1, 2022

food web using stable isotopes (δ13C, δ15N). Marine
Biology 163: 162–230.
Marchant S, Higgins PJ 1990. Handbook of Australian,
New Zealand and Antarctic birds. Volume 1: Ratites to
ducks. Melbourne, Australia. Oxford University Press.
735 p.
Matsumoto S, Yamamoto T, Yamamoto M, Zavalaga CB, Yoda
K 2017. Sex-related differences in the foraging movement
of streaked shearwaters Calonectris leucomelas breeding
on Awashima Island in the Sea of Japan. Ornithological
Science 16: 23–32.
McCutchan JH, Lewis WM, Kendall C, McGrath CC 2003.
Variation in trophic shift for stable isotope ratios of carbon,
nitrogen, and sulfur. Oikos 102: 378–390.
Meier RE, Votier SC, Wynn RB, Guilford T, McMinn Grivé
M, Rodríguez A, Newton J, Maurice L, Chouvelon T,
Dessier A, Trueman CN 2017. Tracking, feather moult and
stable isotopes reveal foraging behaviour of a critically
endangered seabird during the non-breeding season.
Diversity and Distributions 23: 130–145.
Mizutani H, Fukuda M, Kabaya Y 1992. ¹³C and ¹⁵N enrichment
factors of feathers of 11 species of adult birds. Ecology
73: 1391–1395.
Oliveira N, Henriques A, Miodonski Jet al. 2015. Seabird
bycatch in Portuguese mainland coastal fisheries: An
assessment through on-board observations and fishermen
interviews. Global Ecology and Conservation 3: 51–61.
Phillips RA, Bearhop S, McGill RA, Dawson DA 2009. Stable
isotopes reveal individual variation in migration strategies
and habitat preferences in a suite of seabirds during the
nonbreeding period. Oecologia 160: 795–806.
Polito MJ, Abel S, Tobias CR, Emslie SD 2011. Dietary
isotopic discrimination in gentoo penguin (Pygoscelis
papua) feathers. Polar Biology 34: 1057–1063.
Quillfeldt P, McGill RA, Furness RW 2005. Diet and foraging
areas of Southern Ocean seabirds and their prey inferred
from stable isotopes: review and case study of Wilson’s
storm-petrel. Marine Ecology Progress Series 295:
295–304.
Rau G, Ainley D, Bengston J, Torres JJ, Hopkins TL 1992.
N-15/N-14 and C-13/C-12 in Weddell Sea birds, seals, and
fish: Implications for diet and trophic structure. Marine
Ecology Progress Series 84: 1–8.
Ramos Rl, Ramírez F, Sanpera C, Jover L, Ruiz X 2009.
Feeding ecology of yellow-legged gulls Larus michahellis
in the western Mediterranean: a comparative assessment
using conventional and isotopic methods. Marine Ecology
Progress Series 377: 289–297.
Robinson RD 1973. The white-breasted petrels of southern
Australian waters. Emu 73: 101–106.
Rowe L 2014. Post-translocation movements of pre-fledging
Hutton’s shearwaters (Puffinus huttoni) within a newly
established colony (Te Rae o Atiu) on the Kaikoura
Peninsula. Notornis 61: 84–90.
Sherley G 1992. Monitoring Hutton’s shearwater. Notornis
39: 249–261.
Sommer E, Bell M, Bradfield P, Dunlop K, Gaze P, Harrow
G, McGahan P, Morrisey M, Walford D, Cuthbert R
2009. Population trends, breeding success and predation
rates of Hutton’s Shearwater (Puffinus huttoni): a 20 year
assessment. Notornis 56: 144–153.
Swan GJF, Bearhop S, Redpath SM, Silk MJ, Goodwin CED,
Inger R, McDonald RA 2020. Evaluating Bayesian stable
isotope mixing models of wild animal diet and the effects

Bennet et al.: Hutton's shearwater isotopic diet analysis

of trophic discrimination factors and informative priors.
Methods in Ecology and Evolution 11: 139–149.
Tarburton MK 1981. Notes and measurements of Hutton’s
and fluttering shearwaters found drowned at Kaikoura
Peninsula. Notornis 28: 9–10.
Thompson DR, Furness RW 1995. Stable-isotope ratios of
carbon and nitrogen in feathers indicate seasonal dietary
shifts in northern fulmars. The Auk 112: 493–498.
Warham J 1990. The petrels: their ecology and breeding
systems. London, A & C Black. 440 p.
West J, Imber M 1985. Some foods of Hutton’s shearwater
(Puffinus huttoni). Notornis 32: 333–336.
Received: 5 January 2021; accepted: 3 June 2021
Editorial board member: George Perry

9

