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Summary

 

1.

 

Understanding the interactions between different periods of  the annual cycle in migratory
animals has been constrained by our inability to track individuals across seasons. In seabirds,
virtually nothing is known about how diet quality during the non-breeding period, away from the
breeding grounds, might influence subsequent reproductive success.

 

2.

 

We used stable nitrogen (

 

δ

 

15

 

N) and carbon (

 

δ

 

13

 

C) isotopes to evaluate the effects of non-breeding
diet quality on the timing of breeding and egg size in a population of Cassin’s auklets (

 

Ptychoramphus
aleuticus

 

) breeding on Triangle Island, British Columbia. Adult feathers are grown during two
different periods of the annual cycle, which allowed us to estimate diet quality from the previous fall
(October–November) and pre-breeding (February–March) period.

 

3.

 

We found that the estimated proportion of energetically superior copepods (

 

Neocalanus 

 

spp.) in
the pre-breeding diet tended to be higher in females that bred earlier and laid larger eggs, whereas
energetically poor juvenile rockfish (

 

Sebastes

 

 spp.) were dominant in the pre-breeding diets of
females that bred later and laid smaller eggs. We detected no effect of fall diet quality on breeding
date or egg size, and no effect of pre-breeding diet quality on breeding date in males.

 

4.

 

Pre-breeding diet quality was not related to body condition measured 1–2 days after laying,
which suggests that females may need to attain a threshold condition before they initiate breeding
and successfully rear young.

 

5.

 

Our results suggest that changes in climatic conditions during the pre-breeding period may have
severe consequences for reproductive success by influencing breeding date and egg size. Our work
emphasizes the importance of determining how events are linked throughout the annual cycle for
understanding the fitness and population dynamics of migratory animals.
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Introduction

 

Understanding the factors that influence individual success
and population dynamics of animals requires an understand-
ing of how events in one season carry over to influence success
the following season (Fretwell 1972; Norris 2005). For example,
diet quality during the winter may carry over to influence
reproductive success the following summer (Gill

 

 et al

 

. 2001;
Norris 

 

et al

 

. 2004). Assessing the importance of such carry-
over effects, however, has been constrained by our inability to
follow individuals throughout the annual cycle (Webster 

 

et al

 

.

2002). Seabirds typically spend greater than 80% of their time
at sea (Hatch & Hatch 1990). However, other than a limited
number of  studies based on stomach contents (Baltz &
Morejohn 1977; Falk, Jensen & Kampp 1992; Rowe 

 

et al

 

. 2000;
Lance & Thompson 2005), little information is available on
diet outside of the chick-rearing period, primarily because of
the difficulties associated with sampling diet and directly
tracking individuals after they leave their breeding colonies.
Thus, identifying the factors that influence reproduction in
seabirds has been limited largely to within-season hypotheses,
such as the effect of food abundance or food quality during
the breeding period on chick growth rates (Vermeer 1981;
Pyle, Sydeman & Hester 2001; Hedd 

 

et al.

 

 2002, 2006).
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Here we examine the hypothesis that diet quality during the
non-breeding period influences the timing of breeding and egg
volume in Cassin’s auklets (

 

Ptychoramphus aleuticus

 

), a small
sized (180 g), planktivorous, burrow-nesting seabird that
breeds along the western North American coast from Baja
California to Alaska. Like most alcids, Cassin’s auklets lay a
single egg clutch and both parents share incubation and
provisioning duties (Manuwal & Thoresen 1993). In British
Columbia, 

 

Neocalanus 

 

copepods, euphausiids and small rock-
fish predominate food delivered to nestlings (Vermeer 1981,
1985; Burger & Powell 1990). Reproductive success is highest
when copepods compose the majority of chick diet (Hedd

 

et al

 

. 2002). Considering that adults eat similar diets as
those fed to nestlings (Manuwal 1974; Ainley, Spear & Allen
1996) and that copepods (in particular 

 

Neocalanus cristatus:

 

6236 cal g

 

–1

 

) have higher energy content than rockfish (

 

Sebastes

 

spp.: 5200 cal g

 

–1

 

; Vermeer & Cullen 1982), we consider copepods
as high-quality and rockfish as low-quality prey items for adults.

Cassin’s auklet pairs that breed later in the season have
reduced chick growth rates and lower fledging success (Hedd

 

et al

 

. 2002, 2006). The timing of the peak in 

 

Neocalanus

 

 bio-
mass favours earlier breeding because it ensures a temporal
overlap between this food source and the chick provisioning
period (Bertram, Mackas & Mckinnell 2001). Although there
should be strong selection for early breeding, Cassin’s auklets
show a large variation in first egg dates (range: 55 d) and one
explanation for this variation is that the timing of breeding is
constrained by diet quality during the pre-breeding period.
Therefore, we predict that adults feeding on high-quality prey
during the non-breeding period will nest earlier in the season.

In birds, reproductive success increases with egg size (Bolton,
Houston & Monaghan 1992; Bernardo 1996; Blomqvist,
Johansson & Gotmark 1997) and females in better condition
typically produce larger eggs (Styrsky, Dobbs & Thompson
2002; Reynolds, Schoech & Bowman 2003). In seabirds, larger
eggs tend to result in larger chicks, which can buffer nestlings
from food shortages early in the chick stage (Knechtel 1998).
In years of poor food supply, it is not uncommon for Cassin’s
auklet chicks to die within 10 days of hatching (J. M. Hipfner,
unpublished data), suggesting that egg size may be an import-
ant factor for reproductive success. Therefore, we also predicted
that adults feeding on high-quality prey during the non-
breeding period will have higher body reserves, which will
allow them to produce a larger egg.

To test these predictions, we analysed stable isotopes from
Cassin’s auklet feathers grown during two different periods of
the annual cycle (fall and pre-breeding period). Both stable
nitrogen (

 

δ

 

15

 

N) and carbon (

 

δ

 

13

 

C) isotopes have been used
to trace the structure of marine food webs (Hobson & Welch
1992; Kline & Pauly 1998), with 

 

δ

 

15

 

N showing variation
between trophic levels (DeNiro & Epstein 1980; Post 2002)
and 

 

δ

 

13

 

C distinguishing between pelagic and benthic prey
(Hobson, Piatt & Pitocchelli 1994; France 1995). Because
these feathers are retained at the beginning of the breeding
season and are metabolically inert after growth, stable isotope
signatures in these tissues can provide an estimate of diet quality
throughout the previous year (Hobson & Wassenaar 1997).

 

Methods

 

STUDY

 

 

 

S ITE

 

 

 

AND

 

 

 

F IELD

 

 

 

DATA

 

Our study took place on Triangle Island, British Columbia (50

 

°

 

52

 

′ 

 

N,
129

 

°

 

05

 

′ 

 

W), which is the outermost island of the Scott Islands
Group, located 45 km off the north-western tip of Vancouver Island
and situated near the northern limits of  the California Current
oceanographic zone. Triangle Island is home to the largest and most
diverse seabird colony in British Columbia including the largest
breeding colony of Cassin’s auklets in the world (estimated at
547 637 pairs in 1989; Rodway 1991).

From late March to June 2007, we monitored all burrows on study
plots at 2-day intervals. Lay dates were defined as the date between
the day the egg was found and the day of the previous check. Once
an egg was found, the incubating parent was temporarily removed
from the burrow to sample feathers and blood. Because adults
alternate incubation duties every 24 h, we were able to return the
next day and sample the second member of  the pair. Eggs
(

 

n

 

 

 

=

 

 21) were measured for length (

 

L

 

) and breadth (

 

B

 

; 

 

±

 

0·1 mm) using
digital calipers. From these measurements we calculated an egg
volume index (

 

=

 

 

 

L 

 

×

 

 

 

B

 

2

 

/1000) as a measure of egg size (Van Noordwijk

 

et al.

 

 1981).
We sampled feathers from incubating Cassin’s auklets (

 

n

 

 

 

=

 

 43)
with lay dates spread throughout the breeding period (population
range 

 

=

 

 3 April–16 May). The pre-basic molt, which overlaps with
breeding, includes primaries that are grown over an extended period
so that individuals are never flightless (Emslie, Henderson & Ainley
1990). Primaries are molted one at a time beginning with the first
(inner) primary, which is usually molted on the breeding grounds,
and ending with the ninth (outer) primary in late fall (October–
November; Pyle 2008; Fig. 1). The pre-alternate molt, which occurs
from mid-February to late-March just before breeding, includes
most body feathers but no primary feathers (Pyle 2008; Fig. 1). To
estimate diet quality from two different periods of the annual cycle,
we sampled two body feathers and a clipping from the ninth primary.
The ninth primary provided a signature of diet from the fall and
body feathers provided a signature of diet from the pre-breeding
period.

We also analysed stable isotopes from red blood cells, which
represent diet assimilated from approximately 20–40 days (10–20
day half  life) before sampling (Hobson & Clark 1993; Bearhop 

 

et al

 

.
2002; Evans-Ogden, Hobson & Lank 2004). Because individuals
were sampled over a 42-day period, signatures from red blood cells
can provide information on seasonal changes in the availability of
different prey types. Blood samples (100–200 

 

μ

 

L) were drawn from
the alar vein using a 1 cc syringe and a 27 gauge needle and then
were placed on ice until they were centrifuged (within 4 h) for 8 min
at 8000 rpm. Red blood cells were extracted and stored in 70%
ethanol.

All individuals were banded with a US Fish and Wildlife Service
aluminum band. As an index of body size, we used the first principal
component scores (PC1) from wing chord, tarsus, and culmen
(Knechtel 1998). All three variables loaded strongly on the PC1 axis
with wing cord and tarsus having the largest effect (wing cord: 0·58,
tarsus: 0·67, culmen: 0·46). To estimate physical condition at the
time of capture, we used the linear residuals of mass (g) over body
size (PC1 scores; 

 

r

 

2

 

 

 

=

 

 0·52, 

 

P

 

 

 

<

 

 0·0001). Because Cassin’s auklets are
sexually monomorphic, individuals were sexed based on bill depth.
Knechtel (1998) found that within pairs captured at burrows,
female bill depth was always shallower than male bill depth (females:
9·34 

 

±

 

 0·07, 

 

n

 

 

 

=

 

 16; males: 10·40 

 

±

 

 0·11, 

 

n

 

 

 

=

 

 16; Knechtel 1998).
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ISOTOPE

 

 

 

ANALYSIS

 

Isotope ratios (R) are expressed in 

 

δ

 

 units where 

 

δ

 

 

 

=

 

 [(Rsample/
Rstandard)-1] 

 

× 

 

1000. 

 

δ

 

15

 

N is the ratio of 

 

15

 

N/

 

14

 

N relative to Air, and

 

δ

 

13

 

C is the ratio of 

 

13

 

C/

 

12

 

C relative to Pee Dee Belemnite. Before ana-
lysis, feathers were washed in 2:1 chloroform:methanol solution for
24 h and left to air dry for 24 h and blood samples were freeze dried.
Feather (including material from the vane and rachis) and blood
samples were weighed into tin capsules, then combusted and oxidized
in a TC Elemental Analyser (Costech Analytical Technologies Inc.,
California, USA) and introduced online into a Finnigan MAT Delta
Plus XL Isotope Ratio Mass Spectrometer, Bremen, Germany. During
analysis, four standards were run; for carbon: the international
standard NBS-21 Graphite (–27·9‰ 

 

±

 

 0·11 within autorun, 

 

n

 

 

 

=

 

 10) and
an in-house standard UC-1 Graphite (–25·8‰ 

 

±

 

 0·11 within autorun,

 

n

 

 

 

=

 

 9); for nitrogen: an international standard RM-8548 ammonium
sulfate (20·0‰ 

 

±

 

 0·41 within autorun,

 

 n

 

 

 

=

 

 9). For both elements, we
also used an in-house organic standard: domestic chicken (

 

Gallus
gallus

 

) blood (

 

δ

 

15

 

N: 4·4‰ 

 

±

 

 0·13 within autorun; 

 

δ

 

13

 

C: –20·3‰ 

 

±

 

 0·05
within autorun, 

 

n

 

 

 

=

 

 5). Samples were repeatable to within 

 

±

 

0·20‰
for 

 

δ

 

15

 

N (

 

n

 

 

 

=

 

 22) and 

 

±

 

0·24‰ for 

 

δ

 

13

 

C (

 

n

 

 

 

=

 

 22).

 

D IETARY

 

 

 

MIX ING

 

 

 

MODEL

 

We used IsoError (Phillips & Gregg 2001), a dual-isotope (

 

δ

 

15

 

N, 

 

δ

 

13

 

C),
three-source mixing model, to estimate the relative proportion of
different prey groups in Cassin’s auklet diet. Because the mixing model
does not estimate error from a single data point, we also compared two
groups, early and late breeders, to derive error estimates. We compared
these groups using a two-tailed

 

 t

 

-test. All prey samples were collected
in 2002 from Triangle Island (W.E. Davies, J.M. Hipfner, K.A. Hobson
& R.C. Ydenberg, unpublished). Prey samples were freeze dried,
subjected to lipid extraction with a methanol:chloroform:water
(50:25:20 v:v) solution for at least 24 h, rinsed with distilled water,
and re-dried (Thompson & Furness 1995). To remove carbonates,
krill were also soaked in 1 N HCl until bubbling stopped (Thompson
& Furness 1995). The three sources used for the model were juvenile
rockfish (

 

Sebastes

 

 spp.; 

 

δ

 

15

 

N: 13·1‰, SD 

 

±

 

 0·88; 

 

δ

 

13

 

C: –17·9‰,
SD 

 

±

 

 0·43), copepods (

 

Neocalanus cristatus

 

; 

 

δ

 

15

 

N: 11·4‰, SD 

 

±

 

 0·72;

 

δ13C: –20·1 ‰, SD ± 1·04) and euphausiids (Euphausia pacifica,
Thysanoessa spinifera; δ15N: 11·1‰, SD ± 0·84; δ13C: –18·6‰, SD ±
2·04). While other prey types such as amphipod spp., flatfishes

(Citharichthys sordidus) and larval crabs likely contribute to the diet
of  Cassin’s auklets, these contributions are considered small. In
California, Ainley et al. (1996) determined from stomach contents
collected in March that fish species other than juvenile rockfish contri-
buted only 4% to overall diet composition and other invertebrate
species such as amphipods and larval crabs contributed less than
7%. Unlike other copepod species that have a distinct spring peak in
abundance, N. cristatus is available in surface waters for an extended
period of time. After spawning in October–November, copepodites
become available in surface waters at the beginning of February;
however, the greatest abundances of C5 stage copepodites do not
occur until the spring (Miller & Nielsen 1988; Kobari & Ikeda 1999).
We used a diet-feather fractionation factor of +3·7‰ for δ15N and
+1‰ for δ13C, the same values estimated experimentally from a
closely related species (common murres Uria aalge; Becker et al.
2007) and a tissue red blood cell fractionation factor of +2·6‰ for
δ15N and +1·2‰ for δ13C (common murres; B. H. Becker, personal
communication). In Cassin’s auklet feathers, δ15N explained 12%
(β = –0·11, P = 0·21), 82% (β = 0·29, P = 0·01) and 36% (β = –0·18,
P = 0·01) of the variation in copepods, rockfish and euphausiids,
respectively, while δ13C explained 80% (β = –0·36, P < 0·0001), 45%
(β = 0·26, P = 0·005) and 6% (β = 0·09, P = 0·36) of the variation in
copepods, rockfish and euphausiids, respectively.

Results

Body feathers (pre-breeding diet) and ninth primaries (fall diet)
had significantly different δ13C values (two-tailed t-test: t84 = –5·8,
P < 0·0001; pre-breeding: mean = –19‰, SD ± 0·91; fall: mean =
–20·5‰, SD ± 1·17; Fig. 2). There was no effect of sex on the mean
difference between fall and spring diet (t36 = 1·09, P = 0·86).
Isotopic differences between feather types suggest either that
birds fed further offshore during the fall relative to the pre-
breeding period or that birds molted their feathers in different
geographical locations. Presumably body feathers are molted
close to the breeding colony while flight feathers are molted
on the wintering grounds, which are thought to be located off the
coast of California (Manuwal & Thoresen 1993). δ15N values
were not significantly different between body feathers and the
ninth primary (t84 = 0·33, P = 0·74; Fig. 2) and this relationship
wasn’t different between the sexes (t36 = 0·33, P = 0·74).

Fig. 1. Approximate timing of molt,
incubation, breeding and the peak in
copepod abundance for Cassin’s auklets on
Triangle Island, British Columbia (Mackas
1992; adapted from Manuwal & Thoresen
1993). Ninth primary and breast feathers
were collected in April and May but were used
to estimate previous fall and pre-breeding
diet, respectively.
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As predicted, in females, we found a positive relationship
between δ15N values from the pre-breeding diet and lay date
(r2 = 0·55, β = 10·49, P = 0·001; Fig. 3) and a positive relation-
ship between δ13C and lay date (r2 = 0·24, β = 9·12, P = 0·05;
Fig. 3). Lay date was negatively related to the estimated
proportion of copepods in spring diet of females (r2 = 0·26,
β = –23·13, P = 0·04; Fig. 4a) and positively related to the
estimated proportion of rockfish (r2 = 0·61, β = 37·68, P =
0·0003; Fig. 4a). Thus, females feeding on high proportions
of copepods and low proportions of rockfish were more likely
to breed earlier in the season. The proportion of euphausiids
in pre-breeding diet was not significantly related to lay date
(r2 = 0·05, β = –10·41, P = 0·38; Fig. 4a).

For males, neither δ15N or δ13C signatures from the pre-
breeding period were related to laying date (δ15N: r2 = 0·09,

β = 4·78, P = 0·19; δ13C: r2 = 0·02, β = –1·85, P = 0·55), sug-
gesting that diet quality influenced timing of breeding only
through females. Physical condition (mass given body size)
was not correlated with laying date or pre-breeding diet
quality in either females (lay date: r2 = 0·09, β = 0·31, P = 0·24;
pre-breeding, δ15N: r2 = 0·03, β = 2·74, P = 0·51, δ13C: r2 =
0·02, β = 2·0, P = 0·62) or males (lay date: r2 = 0·0001, β =
0·01, P = 0·96; pre-breeding, δ15N: r2 = 0·09, β = 4·38, P = 0·22,
δ13C: r2 = 0·02, β = 2·98, P = 0·55).

As predicted, we also found a significant relationship
between pre-breeding diet quality and egg volume as well as
laying date and egg volume. Eggs that were laid earlier in the
season tended to be larger than eggs laid later in the season
(r2 = 0·26, β = –0·25, P = 0·02). However, female body size
was unrelated to egg size (r2 = 0·04, β = –1·56, P = 0·47).
Females with lower δ15N values in their pre-breeding diet laid
larger eggs than females with higher δ15N values (r2 = 0·36,
β = –2·81, P = 0·03; Fig. 3c). Females that were feeding on
lower proportions of rockfish laid larger eggs than females
that were feeding on higher proportions of rockfish (r2 = 0·31,
β = –9·0, P = 0·04; Fig. 4b). This suggests that females feed-
ing on high-quality prey during the pre-breeding period were
able to breed earlier and produce larger eggs. Fall diet quality
was not related to lay date (females, δ15N: r2 = 0·016, β = 2·74,
P = 0·62; δ13C: r2 = 0·004, β = –0·82, P = 0·8; males, δ15N:
r2 = 0·089, β = 4·78, P = 0·19; δ13C: r2 = 0·021, β = –1·85,
P = 0·55), egg volume (females, δ15N: r2 = 0·04, β = –1·72,
P = 0·49; δ13C: r2 = 0·006, β = –0·49, P = 0·8) or body condi-
tion (females, δ15N: r2 = 0·01, β = 2·24, P = 0·66; δ13C:
r2 = 0·002, β = –0·58, P = 0·85; males, δ15N: r2 < 0·001,
β = 0·16, P = 0·95; δ13C: r2 = 0·02, β = –1·31, P = 0·51) in
either males or females.

Finally, to include error associated with prey estimates, we
compared early and late breeders (early breeders: rockfish
SE ± 0·15, copepods SE ± 0·33, euphausiids SE ± 0·36; late
breeders: rockfish SE ± 0·16, copepods SE ± 0·25, euphausiids
SE ± 0·32) and found that the proportion of rockfish in pre-
breeding diet was greater in late breeders than early breeders

Fig. 3. Relationship between δ15N and δ13C
values in female Cassin’s auklet pre-
breeding diet (breast feathers) and lay date
(a, b) as well as egg volume (cm3; c, d). δ15N
increased with lay date and decreased with
egg volume. δ13C increased with lay date
and remained relatively constant with egg
volume.

Fig. 2. Relationship between isotopic signatures of Cassin’s auklet
feathers and potential prey items. Mean (± SD) stable carbon (δ13C)
and stable nitrogen (δ15N) isotope values of pre-breeding diet (breast
feather), fall (ninth primary) feathers (subtracting an assumed diet-
tissue discrimination factor of 3·7‰) and euphausiids, copepods and
rockfish spp. (sample sizes in brackets). Diet items are from Triangle
Island (W.E. Davies, J.M. Hipfner, K.A. Hobson & R.C. Ydenberg,
unpublished).
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(two tailed t-test: t14 = –2·07, P = 0·057); however, there was
no difference in copepods (t14 = 0·49, P = 0·62) or euphausiids
(t14 = 0·4, P = 0·69).

Discussion

Our results support the hypothesis that the timing of breeding
in Cassin’s auklets is constrained by the quality of food avail-
able during the early spring pre-breeding period. We found
that females with pre-breeding diets dominated by copepods
(high-quality diet) bred earlier in the season and laid larger
eggs than females with diets dominated by rockfish (low-
quality diet). Long-term research at Triangle and the Farallon
Islands, California has shown that early-breeding females
raise chicks with faster growth rates and higher survival rates
(Ainley & Boekelheide 1990; Bertram et al. 2001; Hedd et al.
2002; Fig. 5). The timing of breeding is, therefore, likely an
important factor influencing reproductive success in Cassin’s
auklets.

Despite previous studies that have found strong effects of
diet quality on condition (Kitaysky, Wingfield & Piatt 1999;
Lanctot et al. 2003), we did not find a relationship between
body condition and the proportion of copepods in Cassin’s
auklet diet. One explanation is that mass given body size was
not an accurate estimate of body condition, especially if  the
relationship is nonlinear (Hayes & Shonkwiler 2001). Another
explanation is that a threshold condition must be reached
before individuals initiate breeding (Anderson, Gress &
Mais 1982; Amundsen, Lorentsen & Tveraa 1996). Because
we measured body condition in breeding females (1–2 days

after egg laying), individuals may have already reached the
critical condition threshold required to begin laying eggs. A
threshold condition would explain our finding that females
feeding on low-quality prey during the pre-breeding period
began laying eggs later in the season (Chastel, Weimerskirch
& Jouventin 1995). We also observed a decline in δ15N and
δ13C values in adult red blood cells over the laying period.
Isotope signatures in red blood cells provided an estimate of
seasonal variation in food availability between early April and
mid-May. During this time, δ15N values decreased by 14% and
δ13C values decreased by 9% (Fig. 6), matching the increase in
copepod abundance known to occur over this time period
(Mackas, Goldblatt & Lewis 1998). Our data suggest that, in
early April 2007, adult Cassin’s auklets had to rely on a
mixture of  prey items such as rockfish, euphausiids and
copepods, but by mid-May adult diets were almost exclusively
copepods. Females feeding on low-quality prey during the
pre-breeding period, therefore, might have to wait for the
peak in copepods before they can accumulate sufficient body
reserves required for breeding.

Previous research has shown that birds use environmental
cues before breeding to adjust their timing of reproduction,
allowing them to match demands of parental care with peak
food abundance later in the season (Frederiksen et al. 2004;
Reed et al. 2006). However, our results suggest that the timing
of breeding in Cassin’s auklets could be constrained by the
ability of females to accumulate sufficient reserves before
breeding (Ainley et al. 1996; Daunt et al. 2006; Robb et al.
2008). We found that females feeding on higher-quality prey
during the pre-breeding period not only began nesting earlier

Fig. 4. Diet reconstruction of Cassin’s auklet
females from body feathers grown during
the pre-breeding period. The proportion of
rockfish, copepods, and euphausiids in auklet
diet predicted from a dual isotope (δ15N,
δ13C) mixing model (see methods). (a) Lay
date was later with the estimated proportion
of rockfish in the diet (r2 = 0·61, β = 37·68,
P = 0·0003), and earlier with the proportion
of copepods (r2 = 0·26, β = –23·13, P = 0·04),
but was not related to euphausiids (r2 = 0·05,
β = –10·41, P = 0·38). (b) Egg volume
tended to decrease with the estimated
proportion of rockfish in the diet (r2 = 0·31,
β = –9·0, P = 0·047), but was not related to
copepods (r2 = 0·03,β = 2·71, P = 0·57) or
euphausiids (r2 = 0·14, β = 5·78, P = 0·21;
not shown).
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but were able to invest more energy into egg production and
subsequently produce larger eggs. Knechtel (1998) also found
a positive correlation between adult body reserves late in incu-
bation and egg size in Cassin’s auklets. In breeding seasons
with low food availability, egg size may be particularly
important for reproductive success (Fig. 5). Larger eggs pro-
duce larger nestlings which can provide young with energy
reserves that might tide them over periods of food shortage
post-hatching (Parsons 1970; Amundsen et al. 1996; Knechtel
1998). In 2005 (an El Niño year), 60% of chick mortality
occurred within 10 days of hatching, suggesting that survival
soon after hatch may be an important factor for overall repro-
ductive success in warm years (J. M. Hipfner, unpublished
data).

Differences in diet quality may be explained by variation in
intrinsic quality, where higher-quality individuals are more
efficient foragers. Daunt et al. (2006) found that in the
European shag (Phalacrocorax aristotelis), individuals that
had higher foraging efficiency during the pre-breeding period
bred earlier in the season. They suggested that high-quality
individuals were minimizing foraging costs by targeting high-
quality prey patches. For Cassin’s auklets, different prey types
likely have different foraging costs due in large part to feeding
adaptations. Cassin’s auklets have wide bills and flattened

palatal surfaces, which are adapted to catching slow moving
soft-bodied zooplankton prey. They lack the groves and ridges
that are used by fish-eating seabirds to capture hard-bodied
fish (Bedard 1969). Individuals with higher intrinsic quality
are, therefore, expected to exploit prey that provide the greatest
return for energy expended and, thus, reach breeding condi-
tion earlier in the season.

While prey energy content is likely an important consider-
ation for determining prey quality, prey availability and
handling time are also likely to influence prey profitability
(Stephens & Krebs 1986). Although the energy content of
copepods is considerably higher than rockfish species
(Vermeer & Cullen 1982), relative available biomass may play
a role in determining prey profitability in any given year. For
example, when the relative availability of rockfish is higher
than copepods, rockfish may be the most profitable prey if
their ease of capture outweighs the costs of finding scarce
energy rich copepods. Although we assumed that copepods
are the highest quality prey for Cassin’s auklets, it is possible
that interannual differences in prey availability could affect
which is the most profitable foraging tactic in any given year.

An alternative explanation for the observed relationship
between pre-breeding diet quality and the timing of breeding
is that early and late breeders molted their body feathers in
different locations. Geographical differences in isotopic
signatures between marine regions have been documented.
Schell, Barnett & Vinette (1998) found differences in isotopic
signatures of zooplankton from eleven subregions in the Bering
Sea and Altabet & François (1994) found that the geographical
range between the Equatorial Pacific and Southern Ocean
covered large gradients in both carbon and nitrogen isotopes.
In our study, early breeders may have arrived at the colony
earlier in the season, and molted there, while late breeders
could have molted body feathers further south. Assuming no
effect of sex on arrival date, this hypothesis predicts that isotope
signatures would be similar between early-arriving sexes.
However, we found that the relationship between the timing
of breeding and pre-breeding diet quality was strong for
females but not for males.

It is possible that isotopic signatures from prey collected
in 2002 did not represent isotopic signatures of  Cassin’s
auklet diet collected in 2007. Annual variation in oceano-
graphic conditions such as the degree of vertical mixing and

Fig. 6. Relationship between stable carbon (δ13C) and nitrogen
(δ15N) isotope values of Cassin’s auklet red blood cells (subtracting
an assumed diet tissue discrimination factor of 2·6‰ for δ15N and 1·2
‰ for δ13C) and sampling date (δ13C: r2 = 0·49, β = –0·04, P = 0·001;
δ15N: r2 = 0·69, β = –0·04, P < 0·0001).

Fig. 5. Path diagram of potential pathways influencing reproductive success of Cassin’s auklets on Triangle Island, British Columbia ( )
indicates nonsignificant relationships, (➞) indicates significant relationships (r2 values are from linear regressions; pre-breeding diet is
represented as nitrogen (δ15N) isotope values), (➞) indicates significant relationships from previous studies (Bertram et al. 2001; Styrsky et al.
2002), and (➞) indicates the hypothesized relationship between hatchling size and reproductive success (not yet tested).
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the availability of nitrates may affect isotopic signatures at the
base of the food web. However, Rau, Ohman & Pierrot-Bults
(2003) found no significant trend in δ15N or δ13C signatures of
zooplankton species sampled over a period of 50 years. Despite
the stability of isotope signatures over time, Rau et al. (2003)
did observe an enrichment of δ15N during El Nino years. In our
study, however, both 2002 and 2007 had a similar and slightly
negative Southern Oscillation Index (SOI February–May aver-
age 2002: –0·4; 2007: –0·43) and Pacific Decadal Oscillation
Index (PDO February–May average 2002: –0·5; 2007: –0·07).

Previous work has demonstrated that reproductive success
in a number of seabird species is related to variation in climate
(Aebischer & Coulson 1990; Croxall et al. 1990; Barbraud &
Weimerskirch 2001). For Cassin’s auklets, years with warm
spring sea surface temperatures result in dramatically reduced
hatching rates, fledging success (Bertram et al. 2001; Sydeman
et al. 2006), and adult survival (Lee, Nur & Sydeman 2007).
Cassin’s auklet populations have been declining since the
1970s within the California Current system, with the most
recent estimates showing a cumulative decline of 75% or more
at the Farallon Islands, California (Lee et al. 2007). This
population decline occurred in parallel with an 80% reduc-
tion in zooplankton biomass, which has been linked to ocean
warming (Roemmich & McGowan 1995). Our results suggest
that zooplankton abundance in the pre-breeding period may
be an important factor influencing reproductive success by
determining when females are able to lay their eggs, as well as
egg size. If  ocean temperatures continue to warm (IPCC
2007), only the highest quality individuals may be able to
reach breeding condition at the optimal time.

Acknowledgements

We are very grateful to L. Pollock, K. Morrison, K. Klassen, A. Vuletich, and
M. Longstaffe for field and laboratory assistance. The British Columbia
Ministry of  Environment Lands and Parks provided the permit to work on
Triangle Island, and the Canadian Coast Guard provided essential logistical
support. This research was funded by grants from the Natural Sciences and
Engineering Research Council of Canada (D.R.N and T.K.K.), the Canadian
Foundation for Innovation (T.K.K.), the Ontario Innovation Trust (T.K.K.),
and the Canadian Wildlife Service (J.M.H.).

References

Aebischer, N.J. & Coulson, J.C. (1990) Survival of the kittiwake in relation to
sex, year, breeding experience and position in the colony. Journal of Animal
Ecology, 59, 1063–1071.

Ainley, D.G. & Boekelheide, R.J. (1990) Seabirds of the Farallon Islands: Ecology,
Dynamics, and Structure of an Upwelling-System Community. Stanford
University Press, Stanford, California.

Ainley, D.G., Spear, L.B. & Allen, S.G. (1996) Variation in the diet of Cassin’s
auklet reveals spatial, seasonal and decadal occurrence patterns of euphausiids
off California, USA. Marine Ecology Progress Series, 137, 1–10.

Altabet, M.A. & François, R. (1994) Sedimentary nitrogen isotopic ratio as a
recorder for surface ocean nitrate utilization. Global Biogeochemical Cycles,
8, 103–116.

Amundsen, T., Lorentsen, S. & Tveraa, T. (1996) Effects of egg size and parental
quality on early nestling growth: an experiment with the Antarctic petrel.
Journal of Animal Ecology, 65, 545–555.

Anderson, D.W., Gress, F. & Mais, K.F. (1982) Brown pelicans: influence of
food supply on reproduction. Oikos, 39, 23–31.

Baltz, D.M. & Morejohn, G.V. (1977) Food habits and niche overlap of seabirds
wintering on Monterey Bay, California. Auk, 94, 526–543.

Barbraud, C. & Weimerskirch, H. (2001) Emperor penguins and climate
change. Nature, 411, 183–186.

Bearhop, S., Waldron, S., Votier, S.C. & Furness, R.W. (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, B.H., Newman, S.H., Inglis, S. & Beissinger, S.R. (2007) Diet-feather
stable isotope (δ15N and δ13C) fractionation in Common murres and other
seabirds. Condor, 109, 451–456.

Bedard, J. (1969) Adaptive radiation in Alcidae. Ibis, 111, 189–198.
Bernardo, J. (1996) The particular maternal effect of propagule size, especially

egg size: patterns, models, quality of evidence and interpretations. American
Zoologist, 26, 216–236.

Bertram, D.F., Mackas, D.L. & McKinnell, S.M. (2001) The seasonal cycle
revisited: interannual variation and ecosystem consequences. Progress in
Oceanography, 49, 283–307.

Blomqvist, D., Johansson, O.C. & Gotmark, F. (1997) Parental quality and egg
size affect chick survival in a precocial bird, the lapwing Vanellus vanellus.
Oecologia, 110, 18–24.

Bolton, M., Houston, D. & Monaghan, P. (1992) Nutritional constraints on
egg formation in the lesser black-backed gull: an experimental study. Journal
of Animal Ecology, 61, 521–532.

Burger, A.E. & Powell, D.W. (1990) Diving depths and diet of  Cassin’s auklet
at Reef Island, British Columbia. Canadian Journal of Zoology, 68, 1572–1577.

Chastel, O., Weimerskirch, H. & Jouventin, P. (1995) Influence of body condition
on reproductive decision and reproductive success in the Blue petrel. Auk,
112, 964–972.

Croxall, J.P., Rothery, P., Pickering, S.P.C. & Prince, P.A. (1990) Reproductive
performance, recruitment and survival of Wandering albatrosses Diomedea
exulans at Bird Island, South Georgia. Journal of Animal Ecology, 59, 775–796.

Daunt, F., Afanasyev, V., Silk, J.R.D. & Wanless, S. (2006) Extrinsic and intrinsic
determinants of  winter foraging and breeding phenology in a temperate
seabird. Behavioral Ecology and Sociobiology, 59, 381–388.

Deniro, M.J. & Epstein, S. (1980) Influence of diet on the distribution of nitrogen
isotopes in animals. Geochimica et Cosmochimica Acta, 45, 341–351.

Emslie, S.D., Henderson, R.P, & Ainley, D.G. (1990) Annual variation of
primary molt with age and sex in Cassin’s auklet. Auk, 107, 689–695.

Evans-Ogden, L.J., Hobson, K.A. & Lank, D.B. (2004) Blood isotopic (δ13C
and δ15N) turnover and diet-tissue fractionation factors in captive dunlin
(Calidris alpina pacifica). The Auk, 121, 170–177.

Falk, K., Jensen, J. & Kampp, K. (1992) Winter diet of  Atlantic puffins
(Fratercula arctica) in the northeast Atlantic. Colonial Waterbirds, 15, 230–
235.

France, R.L. (1995) Differentiation between littoral and pelagic food webs in
lakes using stable carbon isotopes. Limnology and Oceanography, 40, 1310–
1313.

Frederiksen, M., Harris, M.P., Daunt, F., Rothery, P. & Wanless, S. (2004)
Scale-dependent climate signals drive breeding phenology of three seabird
species. Global Change Biology, 10, 1214–1221.

Fretwell, S.D. (1972) Populations in a Seasonal Environment. Princeton Univer-
sity Press, Princeton, New Jersey.

Gill, J.D., Norris, K., Potts, P.M., Gunnarsson, T.G., Atkinson, P.W. &
Sutherland, W.J. (2001) The buffer effect and large-scale population regula-
tion in migratory birds. Nature, 412, 436–438.

Hatch, S.A., Hatch, M.A. (1990) Breeding seasons of  oceanic birds in a
subarctic colony. Canadian Journal of Zoology, 68, 1664–1679.

Hayes, J.P. & Shonkwiler, J.S. (2001) Morphometric indicators of  body
condition: useful or wishful thinking? Body Composition Analysis of
Animals: a Handbook of  Non-destructive Methods (ed. J.R. Speakman),
pp. 8–38. Cambridge University Press, Cambridge, New York.

Hedd, A., Ryder, J.L., Cowen, L.L. & Bertram, D.F. (2002) Inter-annual
variation in the diet, provisioning and growth of Cassin’s auklet at Triangle
island, British Columbia: responses to variation in ocean climate. Marine
Ecology Progress Series, 229, 221–232.

Hedd, A., Bertram, D.F., Ryder, J.L. & Jones, I.L. (2006) Effects of interdecadal
climate variability on marine trophic interactions: Rhinoceros auklets and
their fish prey. Marine Ecology Progress Series, 309, 263–278.

Hobson, K.A. & Clark, R.G. (1993) Turnover of 13C in cellular and plasma
fractions of blood: implications for nondestructive sampling in avian dietary
studies. Auk, 110, 638–641.

Hobson, K.A. & Wassenaar, L.I. (1997) Linking breeding and wintering
grounds of neotropical migrants using stable hydrogen isotopic analysis of
feathers. Oecologia, 109, 142–148.

Hobson, K.A. & Welch, H.E. (1992) Determination of trophic relationships
within a high arctic marine food web using delta C13 and delta N15 analysis.
Marine Ecology Progress Series, 84, 9–18.



Carry-over effects and seabird reproductive success 467

© 2008 The Authors. Journal compilation © 2008 British Ecological Society, Journal of Animal Ecology, 78, 460–467

Hobson, K.A., Piatt, J.F. & Pitocchelli, J. (1994) Using stable isotopes to deter-
mine seabird trophic relationships. The Journal of Animal Ecology, 63, 786–
798.

Intergovernmental Panel on Climate Change (IPCC) (2007) Climate Change
2007: The Physical Science Basis. Summary for Policymakers. Cambridge
University Press, Cambridge, UK.

Kitaysky, A.S., Wingfield, J.C. & Piatt, J.F. (1999) Dynamics of food availability,
body condition and physiological stress response in breeding Black-legged
kittiwakes. Functional Ecology, 13, 577–584.

Kline, T.C. & Pauly, D. (1998) Cross-validation of  trophic level estimates
from a mass-balance model of Prince William Sound using 15N/14N data.
Proceedings of the International Symposium on Fishery Stock Assessment
Models: Alaska Sea Grant College Program Report No. 98-01 (eds T.J.
Quinn, F. Funk, J. Heifetz, J.N. Ianelli, J.E. Powers, J.F. Schweigert, P.J.
Sullivan & C.I. Zhang), pp. 693–702. Alaska Sea Grant, Fairbanks,
Alaska.

Knechtel, H.A. (1998) Effects of age, gender and condition on the reproductive
effort of Cassin’s auklets (Ptychoramphus aleuticus) on Triangle island, British
Columbia, MSc thesis, Simon Fraser University, Burnaby, British Columbia.

Kobari, T. & Ikeda, T. (1999) Vertical distribution, population structure and
life cycle of Neocalanus cristatus (Crustacea: Copepoda) in the Oyashio
region, with notes on its regional variations. Marine Biology, 134, 683–
696.

Lance, M.M. & Thompson, C.W. (2005) Overlap in diets and foraging of com-
mon murres (Uria aalge) and Rhinoceros auklets (Cerorhinca monocerata)
after the breeding season. Auk, 122, 887–901.

Lanctot, R.B., Hatch, S.A., Gill, V.A. & Eens, M. (2003) Are corticosterone
levels a good indicator of food availability and reproductive performance in
a kittiwake colony? Hormones and Behavior, 43, 489–502.

Lee, D.E., Nur, N. & Sydeman, W.J. (2007) Climate and demography of the
planktivorous Cassin’s auklet Ptychoramphus aleuticus off northern California:
implications for population change. Journal of Animal Ecology, 76, 337–347.

Mackas, D.L. (1992) Seasonal cycle of zooplankton off  southwestern British
Columbia: 1979–89. Canadian Journal of Fisheries and Aquatic Science, 49,
903–921.

Mackas, D.L., Goldblatt, R. & Lewis, A.G. (1998) Interdecadal variation in
developmental timing of Neocalanus plumchrus populations at ocean station
p in the subarctic North Pacific. Canadian Journal of Fisheries and Aquatic
Sciences, 55, 1878–1893.

Manuwal, D.A. (1974) Natural history of  Cassin’s auklet (Ptychoramphus
aleuticus). Condor, 76, 421–431.

Manuwal, D.A. & Thoresen, A.C. (1993) Cassin’s auklet Ptychoramphus aleuticus.
The Birds of North America. No. 50. (eds A. Poole & A, Gill), pp. 1–18. The
Academy of Natural Sciences, Philadelphia and The American Ornitholo-
gists’ Union, Washington.

Miller, C.B. & Nielsen, R.D. (1988) Development and growth of large, calanid
copepods in the ocean subarctic pacific, may 1984. Progress in Oceanography,
20, 275–292.

Norris, D.R. (2005) Carry-over effects and habitat quality in migratory popu-
lations. Oikos, 109, 176–186.

Norris, D.R., Marra, P.P., Kyser, T.K., Sherry, T.W. & Ratcliffe L.M. (2004)
Tropical winter habitat limits reproductive success on the temperate breeding
grounds in a migratory bird. Proceedings of the Royal Society B: Biological
Sciences, 271, 59–64.

Parsons, J. (1970) Relationship between egg size and post-hatching chick
mortality in the Herring gull Larus argentatus. Nature, 228, 1221–1222.

Phillips, D.L. & Gregg, J.W. (2001) Uncertainty in source partitioning using
stable isotopes. Oecologia, 127, 171–179.

Post, D.M. (2002) The long and short of food-chain length. Trends in Ecology
& Evolution, 17, 269–277.

Pyle, P. (2008) Identification Guide to North American Birds, Part 2. Slate Creek
Press, Bolinas, California.

Pyle, P., Sydeman, W.J. & Hester, M. (2001) Effects of age, breeding experience,
mate fidelity and site fidelity on breeding performance in a declining
population of Cassin’s auklets. Journal of Animal Ecology, 70, 1088–1097.

Rau, G.H., Ohman, M.D. & Pierrot-Bults, A. (2003) Linking nitrogen dynamics
to climate variability off  central California: a 51 year record based on 15N/
14N in CalCOFI zooplankton. Deep-Sea Research, 50, 2431–2447.

Reed, T.E., Wanless, S., Harris, M.P. & Frederiksen, M. (2006) Responding to
environmental change: plastic responses vary little in a synchronous breeder.
Proceedings of the Royal Society of B: Biological Sciences, 273, 2713–2719.

Reynolds, S.J., Schoech, S.J. & Bowman, R. (2003) Nutritional quality of
prebreeding diet influences breeding performance of the Florida scrub-jay.
Oecologia, 134, 308–316.

Robb, G.N., McDonald, R.A., Chamberlain, D.E., Reynolds, S.J., Harrison, T.J.E.
& Bearhop, S. (2008) Winter feeding of birds increases productivity in the
subsequent breeding season. Biology Letters, 4, 220–223.

Rodway, M.S. (1991) Status and conservation of breeding seabirds in British
Columbia. International Council for Bird Preservation Technical Publication,
11, 43–102.

Roemmich, D., McGowan, J. (1995) Climatic warming and the decline of
zooplankton in the California Current. Science, 267, 1324–1326.

Rowe, S., Jones, I.L., Chardine, J.W., Elliot, R.D. & Veitch, B.G. (2000) Recent
changes in the winter diet of murres (Uria spp.) in coastal Newfoundland
waters. Canadian Journal of Zoology, 78, 495–500.

Schell, D.M., Barnett, B.A. & Vinette, K.A. (1998) Carbon and nitrogen
isotope ratios in zooplankton of the Bering, Chukchi and Beaufort seas.
Marine Ecology Progress Series, 162, 11–23.

Stephens, D.W. & Krebs, J.R. (1986) Foraging Theory. Princeton University
Press, Princeton, New Jersey.

Styrsky, J.D., Dobbs, R.C. & Thompson, C.F. (2002) Sources of  egg-size
variation in house wrens (Troglodytes aedon): ontogenetic and environmental
components. Auk, 119, 800–807.

Sydeman, W.J., Bradley, R.W., Warzybok, P., Abraham, J.J., Hyrenbach, K.D.,
Kousky, V., Hipfner, J.M. & Ohman, M.D. (2006) Planktivorous auklet
Ptychoranphus aleuticus responses to ocean climate 2005: Unusual atmospheric
blocking? Geophysical Research Letters, 33, 1029–2006.

Thompson, D.R. & Furness, R.W. (1995) Stable-isotope ratios of carbon and
nitrogen in feathers indicate seasonal dietary shifts in Northern fulmars.
Auk, 112, 493–498.

Van Noordwijk, A.J., Keizer, L.C.P., Van Balen, J.H. & Scharloo, W. (1981)
Genetic variation in egg dimensions in a natural population of Great tit.
Genetica, 55, 221–232.

Vermeer, K. (1981) The importance of plankton to Cassin’s auklets during
breeding. Journal of Plankton Research, 3, 315–329.

Vermeer, K. (1985) A five-year summary (1978–1982) of the nestling diet of
Cassin’s auklets in British Columbia. Canadian Technical Report on Hydrog-
raphy and Ocean Sciences, 56, iii–15.

Vermeer, K. & Cullen, L. (1982) Growth comparison of  a plankton- and
fish-feeding alcid. Murrelet, 63, 34–39.

Webster, M.S., Marra, P.P., Haig, S.M., Bensch, S. & Holmes, R.T. (2002) Links
between worlds: unravelling migratory connectivity. Trends in Ecology and
Evolution, 17, 76–83.

Received 3 March 2008; accepted 19 September 2008
Handling Editor: Stuart Bearhop



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJDFFile false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 35
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 120
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.00000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 120
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.00000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 300
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.00000
  /EncodeMonoImages true
  /MonoImageFilter /FlateEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /Unknown

  /Description <<
    /JPN <FEFF3053306e8a2d5b9a306f30019ad889e350cf5ea6753b50cf3092542b308030d730ea30d730ec30b9537052377528306e00200050004400460020658766f830924f5c62103059308b3068304d306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103057305f00200050004400460020658766f8306f0020004100630072006f0062006100740020304a30883073002000520065006100640065007200200035002e003000204ee5964d30678868793a3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /FRA <>
    /DEU <>
    /PTB <>
    /DAN <>
    /NLD <>
    /ESP <>
    /SUO <>
    /ITA <>
    /NOR <>
    /SVE <>
    /ENU <>
  >>
>> setdistillerparams
<<
  /HWResolution [300 300]
  /PageSize [612.000 792.000]
>> setpagedevice


