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Summary

1. Timing of breeding, an important driver of fitness in many populations, is widely studied
in the context of global change, yet despite considerable efforts to identify environmental
drivers of seabird nesting phenology, for most populations we lack evidence of strong
drivers. Here we adopt an alternative approach, examining the degree to which different
populations positively covary in their annual phenology to infer whether phenological
responses to environmental drivers are likely to be (1) shared across species at a range of
spatial scales, (i1) shared across populations of a species, or (ii1) idiosyncratic to populations.
2. We combined 51 long-term datasets on breeding phenology spanning 50 years from nine
seabird species across 29 North Atlantic sites and examined the extent to which different
populations share early versus late breeding seasons depending on a hierarchy of spatial
scales comprising breeding site, small-scale region, large-scale region and the whole North
Atlantic.

3. In about a third of cases we found laying dates of populations of different species sharing
the same breeding site or small-scale breeding region were positively correlated, which is
consistent with the hypothesis that they share phenological responses to the same
environmental conditions. In comparison we found no evidence for positive phenological
covariation among populations across species aggregated at larger spatial scales.

4. In general we found little evidence for positive phenological covariation between

populations of a single species, and in many instances the inter-year variation specific to a
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population was substantial, consistent with each population responding idiosyncratically to
local environmental conditions. Black-legged kittiwake (Rissa tridactyla) was the exception,
with populations exhibiting positive covariation in laying dates that decayed with the distance
between breeding sites, suggesting that populations may be responding to a similar driver.

5. Our approach sheds light on the potential factors that may drive phenology in our study
species, thus furthering our understanding of the scales at which different seabirds interact
with interannual variation in their environment. We also identify additional systems and

phenological questions to which our inferential approach could be applied.
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Introduction

Predicting how organisms will respond to changing climate presents one of the greatest global
challenges for ecologists. Some of the key responses that have been observed are changes in
timing of seasonally recurring events (Parmesan & Yohe, 2003), which are often sensitive to
environmental conditions, most notably temperature (Cohen, Lajeunesse, & Rohr, 2018;
Thackeray et al., 2016). Timing of reproduction in relation to the timing of resource availability
is expected to affect fitness, with mistiming expected to be detrimental (Varpe, 2017; Visser &
Both, 2005). In order to respond to fluctuating environments, an individual may maximise its
fitness if it can adjust timing of breeding to coincide with suitable conditions by responding to
environmental drivers that cue the future arrival of a favourable environment (McNamara,
Barta, Klaassen, & Bauer, 2011). Breeding phenology may be adjusted in response to one or
multiple environmental cues and/or constraints, such as temperature (Chambers, Cullen,
Coutin, & Dann, 2009), photoperiod (Dawson, King, Bentley, & Ball, 2001), wintering
conditions (Dobson, Becker, Arnaud, Bouwhuis, & Charmantier, 2017), or resource
availability, potentially mediated by body condition in the pre-breeding season (Daunt et al.,
2014; Love, Gilchrist, Descamps, Semeniuk, & Béty, 2010). The extent to which these different
environmental drivers combine or interact to elicit a phenological response may differ between
species and regions, hampering our ability to make general predictions regarding population
responses to environmental change (Cohen et al., 2018; Thackeray, 2016; van de Pol et al.,

2016).

Determining the conditions that drive phenological responses and the spatiotemporal scales at
which they act requires both long-term data on phenology and fine-scale data on candidate

environmental variables, and often involves comparison of environmental sensitivities across



104

105

106

107

108

109

110

111

112

113

114

115

116

117

118

119

120

121

122

123

124

125

126

127

128

a range of time-windows (van de Pol et al., 2016). While identifying a set of candidate
environmental conditions and spatial scales is relatively straightforward for ectotherms that
respond directly to temperature (Visser & Both, 2005) and species that are rooted/sessile or
have small year-round ranges (Lindestad, Wheat, Nylin, & Gotthard, 2018), species at higher
trophic levels and that are wide-ranging present a much greater challenge. For instance, wide-
ranging species may respond to cues or conditions in the area where they breed (Frederiksen
et al., 2004), at their wintering areas (Dobson et al., 2017; Szostek, Bouwhuis, & Becker, 2015),

or both (Harrison, Blount, Inger, Norris, & Bearhop, 2011).

Identifying environmental drivers of phenology has proven especially challenging for seabirds.
Globally, seabirds on average show no phenological trend over time or with spring sea surface
temperature (Descamps et al., 2019; Keogan et al., 2018), in stark contrast to the pronounced
phenological responses over time and with respect to temperature in the preceding months
found in extra-tropical terrestrial systems (Thackeray et al. 2012; 2016; Cohen et al. 2018). The
fact that some seabird populations exhibit substantial year to year variation in the timing of
breeding (Burr et al., 2016; Keogan et al., 2018; Youngflesh et al., 2018), is consistent with
populations responding to variation in their environment. Timing of breeding may be
determined by climate or diet-related drivers, immediately prior to breeding or as carry-over
effects from preceding months, either at breeding or winter grounds. However, the nature of
the environmental drivers, when they occur and where they occur remains to be established.
Most seabirds occupy higher trophic levels, and the breeding ranges of many species span large
spatial gradients in environmental conditions. They can forage at great distances from the
breeding site during the breeding season, and have some of the longest migrations known in
the animal kingdom (Egevang et al., 2010). Although many seabird species winter far from

their colonies, many also spend time at the breeding site before egg laying commences, such
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that conditions at both breeding (Frederiksen et al., 2004; Love et al., 2010) and wintering

grounds (Dobson et al., 2017; Szostek et al., 2015) may affect breeding phenology.

Identifying the environmental conditions that drive the phenology of each seabird population
is critical because timing of breeding is strongly correlated with productivity, with earlier years
more successful than later years (Durant et al. 2007; Ramirez et al. 2016; Keogan et al, 2020).
However, the combination of an extensive set of potential environmental drivers and the short
duration for the average time series (Keogan et al. 2018) makes this identification a huge
challenge. As an alternative, we seek to identify the extent to which different seabird
populations exhibit similar phenological responses to shared environmental drivers, which we
predict should manifest in positively correlated phenological time series. This approach has the
potential to greatly reduce the set of candidate environmental variables (see hypothetical

scenarios and deductions in Figure 1).
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Figure 1. Schematic representation of interannual (co)variation in phenology across populations of four seabird
species at two sites. Below we represent four hypotheses A-D. A. Cross-species spatial effect. A positive
correlation in the phenological time series across all populations may arise if populations respond similarly to a
shared environmental variable. B. Cross-species site effect: A positive correlation across populations of different
species at a site (but not between sites) may arise if populations respond similarly to local environmental
conditions which are uncorrelated between sites. C. Species spatial effect: A positive correlation across sites (but
not species) may arise if environmental drivers of phenology are shared across sites, but the nature of the drivers
or responses to them are species-specific. D. Idiosyncratic population effect Interannual variation in phenology
but no correlation across sites or species may arise if each population responds to a different driver or

idiosyncratically to the same local driver.
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In this study, we aimed to identify the extent to which 51 populations (defined as a species
breeding at a particular site) of nine seabird species breeding in the North Atlantic show
positively correlated timing of breeding across years. We test four hypotheses. 1. Cross-species
spatial effect. Phenology covaries positively across time for populations of all species found in
the same geographic region during breeding or wintering season (defined at three spatial scales
from the entire North Atlantic down to small-scale regions where breeding populations were <
120 km apart). Evidence for this would indicate that species and populations share a
phenological response to a driver or drivers that show correlated interannual change across the
geographic region. 2. Cross-species site effect. Phenology covaries positively across time for
populations of different species at a site (but not between sites). Evidence for this would
indicate that these populations are responding similarly to local environmental conditions that
are uncorrelated between sites. 3. Species spatial effect: Phenology covaries positively across
all populations of a species in either the North Atlantic or that share a breeding or wintering
region. Evidence for this would indicate that populations of a species share a phenological
response to a driver or drivers that show correlated interannual change across the focal spatial
scale. 4. Idiosyncratic population effect: The phenology of a population does not positively
covary with other populations in the same region or of the same species. Evidence for this
would indicate that populations of different species are responding to different drivers or
idiosyncratically to the same local environmental drivers. In lieu of identifying the
environmental drivers themselves, we can use estimates of positive correlations between
phenological time series to deduce the likely attributes of environmental drivers and direct

future examination.



177

178
179

180

181

182

183

184

185

186

187

188

189

190

191

192

193

194

195

196

197

198

199

200

201

202

Methods

Data collection
We compiled phenological data (annual average breeding times) on nine North Atlantic seabird

species for which multiple populations have been studied (black-legged kittiwake (Rissa
tridactyla), common tern (Sterna hirundo), roseate tern (Sterna dougallii), Arctic tern (Sterna
paradisaea), European shag (Phalacrocorax aristotelis), razorbill (Alca torda), Atlantic puffin
(Fratercula arctica), common guillemot (Uria aalge), and Briinnich’s guillemot (Uria
lomvia)). A study population was defined as a species breeding at a particular site. For each
study population, annual data on breeding phenology during the period from 1968 to 2017 were
selected in the following order of preference: median lay date (n = 24 populations); mean lay
date (n = 5); median hatch date (n =6); mean hatch date (n = 12); first hatch date of the study
population (n = 4), in units of ordinal days. Our rationale for this order of preferences was
threefold. First, we preferred median to mean values as this measure is less sensitive to whether
the distribution of breeding date is normal. Second, we preferred average dates over first dates
as the former will be less sensitive to interannual variation in sample size. Third, lay date is
preferred over hatch date since it includes all study nests whereas hatch dates excludes those
that failed during incubation, which may show bias with respect to timing of breeding. We used
only one measure of phenology for each population, and where only hatch date was available,
we back-calculated lay date using information on the average incubation period (Sources in
Table S1). All time series were a minimum of eight years, although the years did not need to

be consecutive.

In addition to breeding site, we consider three larger spatial-scales: (i) North Atlantic: Includes
all populations. (i1) Large Marine Ecosystem (LME): Populations were assigned to one of
eleven breeding LMEs to assess covariance at a smaller spatial scale (Figure 2a, Table 1). The

wintering LMEs of individuals for each population was determined from available published

9



203

204

205

206

207

208

209

210

211

212

213

214

215

216

217

218

219

220

221

222

223

224

225

226

tracking data. If tracking studies suggested a population may overwinter in several locations,
the area where the highest proportion of birds from a population spent the winter was used to
define that population's wintering ground. Across all populations, eleven potential wintering
grounds were identified in total (Figure 2b, Table 1, see Table S1 for sources). As this was a
population level analysis, we assumed that the individuals in a population shared a wintering
region. We identified wintering region in different ways depending on the tracking data
available for a population. For most populations information came from published papers (cited
in Table S1), which identified the most common locations used overwinter for each species.
For 11 Norwegian and two Scottish breeding populations, we used information from
seatrack.seapop.no/map/, which presents wintering distributions from multiple years in kernel
distribution maps. Based on visual inspection of the maps we assigned a wintering distribution
as the location where highest percentage of individuals within a population spent the winter
across all years available. (ii1) Small-scale region: comprised of breeding sites that were < 120
km apart. We chose 120 km based on average foraging ranges during the breeding season of
the study species, which are generally markedly less than this value (Thaxter et al., 2012). This
classification allowed us to estimate the average positive covariance between populations
within a small-scale region. In addition, for each time series we collated information on the
latitude and longitude of the breeding site, and categorised sites as being either east (< 35° W)

or west (> 35° W) coast of the North Atlantic Ocean.

10
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1-2:Svalbard
9-17:Shetland
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Figure 2. Map of sites in the North Atlantic included in the analyses. a) during the breeding season. Blue shading represents the Large Marine
Ecosystem (LMEs) classification. Numbers correspond to the breeding sites named in Table 1, numbered in order of decreasing latitude. Only
LMESs and small-scale regions (sites <120km apart) in which data for more than one site were available were included in the analysis of the
annual covariance. b) during winter. Wintering LMEs represent the location where highest percentage of individuals within a population spend

the winter. For further information, sources and site coordinates see Table S1.
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Table 1. List of breeding sites and species included in the analyses in order of decreasing latitude, with breeding and wintering regions indicated.
Site numbers on the left correspond to those in Figure 2a. Species are as follows: KI = black-legged kittiwake, CT = common tern, RT = roseate
tern, AT = Arctic tern, SH = European shag, RA = razorbill, AP = Atlantic puffin, CG = common guillemot, BG = Briinnich’s guillemot, with
numbers in parenthesis indicating the number of populations of each species included in the analyses. Multiple wintering LMES listed in a single
row appear in the same order as the species’ listed at each breeding site. A term was only included in the analysis of annual covariance when data

for more than one population were available.

AP RA CG BG SH KI AT CT RT

© O (&) () (6 (16) () () (4 Precdingsie DTS Brecding LMES Wintering LMES
1 X Kongsfjorden Svalbard (Arctic Ocean) Labrador Sea
2 X Grumantbyen Svalbard (Arctic Ocean) Labrador Sea
3 X X Prin;:lzl;negpold (PrinIcs ?al;lzc))pold (Baffin Bay) Labrador Sea
41 x x X X Horneya (Horngya) (Barents Sea) Barents Sea / Norwegian Sea / Barents Sea / Labrador Sea
51 x X Anda (Anda) Norwegian Sea Iceland Shelf / Labrador Sea
6| x X X Rest (Rost) Norwegian Sea Iceland Shelf / Norwegian Sea / Labrador Sea
7| x X Sklinna (Sklinna) Norwegian Sea Iceland Shelf / Norwegian Sea
8 X Coats Island (Coats Island) (Hudson Bay) Labrador Sea
9 X Burravoe Shetland North Sea Labrador Sea
10 X Esha Ness Shetland North Sea Labrador Sea
11 X Westerwick Shetland North Sea Labrador Sea
12 X Ramna Geo Shetland North Sea Labrador Sea
13 X Kettla Ness Shetland North Sea Labrador Sea
14 X No Ness Shetland North Sea Labrador Sea
15 X Troswick Ness Shetland North Sea Labrador Sea
16 X Compass Head Shetland North Sea Labrador Sea
17 X X X Sumburgh Head Shetland North Sea North Sea / North Sea / Labrador Sea
18 X Stora Karls (Stora Karlsd) (Baltic Sea) Baltic Sea
ol x x x « x Isle of May (Isle of May) North Sea North Sea / North Sea / Norst:aSea / North Sea / Labrador

12
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20
21

22

23
24
25
26

27

28

29

X

X

Banter See (Banter See)
Country Island (Country Island)
Machias Seal .
Island (Machias Seal Island)
Eastern Egg Rock Maine
Matinicus Rock Maine
A Forcada North Spain
As Pantorgas North Spain
Bird Island Buzzards Bay
Ram Island Buzzards Bay
Penikese Island Buzzards Bay

North Sea
Scotian Shelf

Scotian Shelf

Scotian Shelf*
Scotian Shelf*
(Iberian Coastal)

(Iberian Coastal
(North East U.S
Shelf)
(North East U.S
Shelf)

(North East U.S
Shelf)

Canary or Guinea Current
(Weddell Sea) / Brazil Shelf / Brazil Shelf

Gulf of Maine / Unknown / (Weddell Sea) / Brazil Shelf

Brazil Shelf
(Weddell Sea)

Iberian Coastal
Brazil Shelf
Brazil Shelf

Brazil Shelf

Terms in bold represent effects for which year (co)variance was estimated. Terms in brackets represent effects which are confounded because the
same combination of populations is grouped at another spatial scale, see main text for details. Confounded terms were not included in the model
unless specified in the main text. Underlined terms were not included in estimates of site year (co)variance, in either one or both of the breeding
and wintering models, as data for only one population available and covariance could therefore not be estimated. *Usually classed as North East
U.S. Shelf but grouped here as Scotian Shelf.
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Table 2. Hypotheses and how they relate to the structure of random terms used to capture year (co)variances
(a?) for groupings of populations in the analyses. We use the among year variance for a grouping of

populations as an estimate of the among year covariance between populations in the group. B indicates terms
included in the breeding model, W indicates terms included in the wintering model.

Hypothesis and Description

Year (co)variance structure (where levels are
unspecified see table 1 for levels that variances
correspond to)

Model

1.1 Cross-species spatial effect (North Atlantic

scale): Characterises the among-year
variance in the mean annual average
phenology means or medians across all
populations breeding in the North Atlantic.
Provides an estimate of the magnitude of a
shared response to a trans North Atlantic
driver.

1.2 Cross-species spatial effect (Breeding LMEs

scale): Characterises among- year variance
in the average phenology of all populations
in the breeding Large Marine Ecosystem.
This accounts for populations sharing a
phenological response to a common broad
scale regional driver during the summer.

1.3 Cross-species spatial effect (Winter LME

scale): Characterises among- year variance
in the average phenology of all populations
that share the same winter LME. This
accounts for populations sharing a
phenological response to a common
regional driver during the winter.

1.4 Cross-species spatial effect (small-scale, i.e

breeding colonies within 120km):
Characterises among year variance in the
average phenology of all populations found
in the same local area. This accounts for a
shared phenological response to small-scale
regional conditions.

Cross-species site effect: Characterises
among year variance in the average
phenology of all populations found at the
same breeding site. This accounts for a
shared phenological response to very local
conditions.

3.1 Species spatial effect (North Atlantic scale):

Characterises among year variance in the
average phenology of all populations that
belong to the same species. This accounts
for the potential for species to share a
phenological response to a spatially
consistent driver.

3.2 Species spatial effect (Winter LME scale):

Characterises among year variance in the
average phenology of all populations of the
same species that share the same wintering
LME. This accounts for populations of the
same species sharing a phenological
response to a common driver encountered in
the same wintering LME

— 2
Vglobal = Ogiobal

oy 0 0

Vbreeding LMES = 0 0-22,2 0
0 0 o4
Where 1 — 3 correspond to different breeding LMEs

ofy .. 0
Vwintering LMES = | . .
0 .. ogg
Where 1 — 8 correspond to different wintering LMEs

ofy .. 0
Viocal = . ; :
0 .. o212
Where 1 — 5 correspond to different small-scale regions.

oy . 0
Viite = . 5
0 .. o212
Where 1 — 12 correspond to different breeding sites.

2
of;1 .. O

Vspecies = -t
0 .. 0

Where 1 — 9 correspond to different species

oty .. 0
Vspecies wintering = | .
0 .. oi4
Where 1 = Northern North Sea European shag, 2 =
Northern North Sea Common guillemot, 3 = Brazil Shelf
Roseate tern, 4 = Brazil Shelf Common tern

B,W

14



3.3 Species spatial effect (breeding colonies ofy .. 0 B,W
within 120km): Characterises among year Vv.=|: -
variance in the average phenology of all 0 .. o2,

populations within a small-scale region that  \where 1 = Shetland Black-legged kittiwake, 2 =

belong to the same species. This takes into  gy;7a1ds Bay Roseate tern, 3 = Buzzards Bay Common
account the potential for members of a tern

single species to share a phenological

response to conditions at breeding sites

within 120km.
4. Idiosyncratic population effect: Allows for o .. 0 B,W

the residual among year variance to be V. R :

: . population

heterogeneous across all populations. High 0
residual variance implies that phenology is
largely determined by a driver and/or
response that is idiosyncratic to the
population.

0é1 51
Where 1-51 correspond to different populations

249
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Statistical Analyses
We used the MCMCglmm package (Hadfield, 2010) in R (v 3.5.1; R Core Team 2018), to fit

linear mixed-effect models in a Bayesian framework. In these models, the Gaussian response
variable was the yearly breeding phenology of each population. Random effects were used to
(1) control for differences in mean/median timing among populations and (ii) identify the
sources of positive covariance in phenology among populations (see Table 2 for full list of
terms used). Estimating the unstructured 51 x 51 covariance matrix for annual timing among
all populations was unfeasible given the number of observations we had. While methods to
capture the major aspects of this among population covariance exist (Warton et al., 2015), our
approach reduced the dimensionality of the problem by only estimating positive among year
(co)variances where we hypothesised a priori they may exist and assuming other covariances
=0 (see Appendix 1). We used separate models to distinguish the positive (co)variance among
populations that share breeding LMES (core model) versus wintering LMES (wintering
model). An additional core model (fixed effects model) included latitude and the continental
coast of the breeding site (east or west Atlantic Ocean) as fixed effects to account for broad

geographic trends in the long-term mean/median phenology of populations.

We used random terms in two ways. First, we controlled for variation in the multi-year
mean/median phenology of the time series’ in each group by including species, LMES
(breeding or wintering), small-scale region (groups of sites that are < 120 km apart), species
within small-scale region, site, and population (site:species) as random terms. The year random
term estimated the overall between-year (co)variance in timing of breeding across all
populations. Secondly, we allowed the among-year variance to be heterogeneous across spatial
and taxonomic groupings of populations (Table 2). For example, heterogenous year variance

structure was applied at the species level to nine species groupings, which estimates a 9x9
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matrix of among year (co)variance, where the annual variance of each species is along the
diagonal and the dimensionality of the problem is reduced by fixing the off-diagonals
(covariances between species) at zero. The year variance estimated for a species is equivalent
to the among-year covariance among populations of that species (Figure 1, Table 2, see
Appendix 1 for further explanation). For each of the year variances estimated for a grouping of
populations, a high value indicated positive covariance among associated time series, such that
populations within the grouping had similar patterns of early or late breeding years (Figure
la,b,c). Conversely, low covariance indicated no tendency for shared early or late breeding
events among the population time series within a grouping (Figure 1d). We only allowed for
heterogeneity in year variance where data were available for two or more populations in each
grouping. We also allowed the among-year residual variance to be heterogeneous across
populations. For all random terms, effects were drawn from a normal distribution with mean =
0 and with the variance estimated from the data. As the sample sizes on which annual
population averages varied among populations and years this introduced heterogeneity in the

measurement error across observations. To control for measurement error we allowed for a

slope of \/1/n (where n = annual sample size for a population) to vary across observations.

Given the five alternative random terms in the core model, the combination of populations was
sometimes the same for more than one spatial scale. For example, both populations of European
shag in North Spain were located < 120 km apart and were therefore included in the same
small-scale region, and this same combination was found in the breeding LMEs, Iberian
coastal. Where an identical set of populations were grouped by more than one random effect,
only the level in which populations were in closest proximity (i.e., site, then small-scale region,
then LME) was included. In such cases, the spatial-scale at which positive covariance arise

cannot be distinguished and we highlight such cases in the results.
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In the wintering model (Table 2), we tested for positive covariance among populations that
share a wintering LMES. Year, species, population, and heterogeneous year variances across
species and populations were retained as random terms from the core model. We also retained
the species small-scale regional effect to control for similar responses of adjacent populations
of the same species (e.g., nine populations of kittiwakes from Shetland) that may travel to the
same wintering LMES. In addition to estimating positive covariance in phenology among all
populations wintering in the same LMES, we also estimated the species-specific positive

covariance among populations across years.

All models were run for 1,200,000 iterations, discarding the first 100,000 as burn-in and
sampling every 100" iteration. For the residual priors we used an inverse-Wishart distribution.
To improve mixing, for the remaining variance random terms we adopted parameter-expanded
priors (Gelman, Van Dyk, Huang, & Boscardin, 2008), which give a scaled F distribution with
numerator and denominator degrees of freedom = 1 and scale parameter = 1000 (Gelman,
2006). Trace plots of posterior distributions were examined to assess autocorrelation and model
convergence. Statistical significance of fixed effects was inferred where 95% credible intervals
(ClIs) did not span zero. As variance estimates are bounded at zero, we infer that a random term
is significant where visual inspection of posterior showed that the 2.5% CI was removed from

Z€10.

The method we employed assumes that between grouping covariances are zero and that all
non-zero covariances are positive. In appendix 2 we outline post hoc tests designed to assess
model adequacy. To examine how properties of the data (effect size, replication, number of

overlapping years, etc.) affected the accuracy and power of our approach for estimating
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(co)variances, we conducted simulations of phenology based on the original data structure of
the core model (Appendix 2). Simulations revealed that our method for estimating population
covariance had good power to detect a (co)variance of 40 and moderate power to detect a
(co)variance of 20. Power to detect a non-zero covariance was reduced when time series were
short and care should be taken in interpreting covariance estimates with very broad credible

intervals, as this may reflect low power rather than a true absence of a covariance.

19



337

338

339

340

341

342

343

344

345

346

347

348

349

350

351

Results

Phenological time series

The full dataset of 1041 phenological observations (annual means or medians) spanned 50 years and
51 populations across nine species and 29 breeding sites, with more recent years represented by more
time-series than earlier years (Figure S1, Table S1). From visual inspection of population time series
from the same species (Figure 3) or site (Figure 4) there were some instances where population
responses appeared to be correlated (e.g., Black-legged kittiwake, Ram Island) and other instances

where the time series appeared to be entirely uncorrelated (e.g., European shag).

Large-scale geographic trends

All model parameter estimates correspond to those obtained from the core breeding model unless the
wintering model is specified. Average lay date was delayed with latitude (b = 1.782 days lat™!, 95%
CI=0.879, 2.678), and, controlling for latitude, laying in the west Atlantic was 38 days later (95%

CI=16.119, 58.164) than the east Atlantic.
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Cross-species spatial and site effects
To test whether the phenology of populations in the North Atlantic Ocean basin varies in a

similar way from year to year we tested for covariance in timing between years across all time
series’. Variance (in units of days?) of the cross-species spatial effect at the North Atlantic scale
was very low (6% = 0.173, 95% CI = 0.000, 1.077, years = 49) in comparison to the average
interannual variance in lay date shown by each population (Table S2), indicating that for North

Atlantic seabirds in general, early and late years were not shared across all of the populations.

To assess cross-species spatial effects (LMEs scale) we estimated among year phenological
covariance between populations sharing similar breeding or wintering LMEs. We detected no
statistically significant cross-species covariance of populations that share a breeding LME
region (Figure Se, Tables S2, S3), although in the Norwegian Sea and the North Sea the credible
intervals were wide. In the wintering model, significant covariance was found only for
populations in the North Sea (¢? =18.236, 95% CI = 10.014, 29.438, time series = 6, Figure
S3b, Table S4), with the estimated variance corresponding to the shared phenological effects
being in the range of + 8.3 days in 95% of years. The posteriors for inter-year variance in
phenology for populations that wintered in three additional LMEs (Gulf of Maine, Iceland
Shelf and Barents Sea) were somewhat removed from zero, although the 2.5% CI was
approximately 0. In the case of populations that winter on the Iceland Shelf, the posterior
median for the among-year variance was large, but there was high uncertainty in the variance

estimate (Figure S3b).

We estimated cross-species spatial effects for five small scale regions (each made up of sites
within 120 km) and found among-year variance to be quite high in North Spain, Shetland and

Svalbard, but only estimated well for Shetland (¢* = 32.688, 95% CI = 14.502, 59.032, time
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series = 11, Figure 5c, Table S2). Of the 29 breeding sites, 12 held more than one species,
allowing estimation of cross-species site effects (Figure 4 and 5b), with among year variance
significant for only three sites: Country Island, Horneya, and Prince Leopold Island. For these
sites the 95% limits for the expected annual deviations are in the range + 10.5 days, + 7.1 days
and £+ 9.2 days, respectively. The peaks of the posterior distribution for inter-year variance for
five additional sites (Bird Island, Isle of May, Machias Seal Island, Ram Island and Sumburgh

Head) were removed from 0, but the 2.5% CI was approximately 0 (Figure 5b).

Species effects

We tested for among year phenological covariance between populations of the same species to
test the hypothesis that there are environmental conditions that drive species-specific
responses. The species spatial effect (North Atlantic scale) was only significant for black-
legged kittiwakes (%= 10.723, 95% CI =2.927, 22.228, time series = 16, Figure 5a, Table S2).
Under a normal distribution with mean = 0 and variance = 10.723, the shared annual deviations
in timings were expected to lie in the range + 6.4 days in 95% of years. All other species
covariance effects were small with the 97.5% quantile of the posterior for seven of the species
<6 (Table S2). For three species we estimated species spatial effects within small scale regions.
We found a suggestion of positive covariance for common terns at Buzzards Bay (Figures 5d
& S4c, Tables S2, S3), whereas for Roseate terns in this small-scale region the covariance was
low. For kittiwakes across Shetland covariance was poorly estimated, making it unclear
whether there is a species-specific response to a small-scale driver, in addition to the North
Atlantic scale species effects and small-scale (Shetland) cross species effects that this species
will be affected by. We found no evidence that breeding phenology of populations of the same

species within a wintering region covaried (Figure S3d, Table S4), although for Roseate terns
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410  at Brazil Shelf and Common guillemots at the Northern North Sea credible intervals were very
411  broad.

412

413  Idiosyncratic population effects

414  Residual annual variance was significant for all of the 51 populations (Table S2) and varied
415  substantially among species (Table 3), being particularly pronounced in European shags.
416  Averaged across populations, the residual term explained substantially more of the annual

417  (co)variance than any other term.
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Figure 5. (Co)variance in timing of breeding of seabird populations across years during the breeding season. Plotted from the posterior
distribution of the core random-effects model, representing shared variance across years according to (a) species, (b) site, (c) small-scale region
(< 120 km apart), (d) species within small-scale region (i.e. populations of the same species within a group of nearby sites), and (e) Large Marine
Ecosystem. On the y axes labels, values in parenthesis indicate the number of populations associated with each term. For interpretation, narrower
histograms indicate a posterior distribution that has been estimated with higher precision (i.e. a tighter credible interval), and histograms with a
centre of mass further removed from zero represent more posterior support for a positive (co)variance. Groups for which significant positive
covariance was estimated (i.e. where 2.5% credible interval was removed from 0) are shaded in blue.
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Table 3. Median residual variance for the nine species included in the analysis in order of decreasing
variance. Residual variance is calculated from the core random effects model, and species are placed
in order from highest to lowest values. Numbers in brackets indicate 95% credible intervals for the
species medians. 95% range in days corresponds to the 0.025 and 0.975 quantiles of a normal
distribution of mean = 0 and o calculated from the residual variance.

Median among-year

Species residual variance 95% range in days
European shag 143.31 (45.55 - 278.17) + 23.46 days
Atlantic puffin 25.12 (4.63 — 54.67) + 9.82 days

Black-legged kittiwake 18.83 (3.59 -41.92) + 8.50 days
Razorbill 7.72 (1.24 - 15.07) + 5.45 days
Briinnich's guillemot 7.38 (0.00 —20.65) +5.33 days
Roseate tern 7.08 (0.00 — 17.48) +5.21 days
Common tern 5.31 (1.34 - 12.40) +4.52 days
Arctic tern 5.05(1.05-11.03) + 4.40 days
Common guillemot 4.65 (0.55-12.27) +4.23 days

Model diagnostics

The model which allowed for negative covariance between two populations at a single local
site (Anda) estimated a non-significant negative covariance between populations at this site
(Appendix 2: Table S6). Allowing for this negative correlation led to no substantial changes to
other (co)variance parameters that these populations contributed to (Appendix 2, compare

Tables S2&3 with S6).

For four species with data for > 5 populations (Black-legged kittiwake, common tern, Atlantic
puffin, European shag) we compared pairwise correlations estimated from the raw data against
those from the posterior distribution of the core random effects model as a diagnostic of the
performance of the mixed-model approach. The model-based estimates corresponded well with
estimates from pairwise correlations using the raw data and captured a spatial decay in pairwise
correlations (Appendix 2, Figure S4). While estimates obtained via both approaches converged
on zero as distance increased, a minor difference was that those from the model were always

positive, whereas those estimated pairwise from the data were both positive and negative.
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Intraspecific pairwise Pearson’s correlations of annual phenology between populations of
black-legged kittiwakes, Atlantic puffins, and European shags all decreased with increased
distance (black-legged kittiwake: Mantel statistic [between distance and 1-correlation] r =
0.515, p = 0.004; Atlantic puffin: r = 0.803, p = 0.025; European shag: r = 0.526, p = 0.006.

Appendix 2, Table S7, Figure S4).

The a posteriori quantile-quantile plot for pairwise population correlations revealed an
excellent correspondence between empirical and model-based quantiles (Appendix 2, Figure
S5). Model-based a posteriori simulations yielded a similar frequency of negative pairwise
correlations between populations to that which we observe, indicating that the observed
frequency of negative phenological correlations is consistent with what we would expect to

observe by chance in the absence of any true negative covariances.

Discussion

Timing of breeding is often used as an indicator of response to environmental change, yet for
many species the drivers of phenology and the spatiotemporal scale at which they operate
remain unclear. We collated phenology from a diverse group of North Atlantic seabird
populations and examined to what extent populations share early versus late breeding seasons
between sites, species, breeding and wintering regions. We found no evidence that across
species all populations in the North Sea collectively breed early or late, suggesting that if there
is a common driver of phenology in the North Atlantic, such as sea surface temperature or
North Atlantic Oscillation, it either does not exhibit correlated annual variation across this
region and/or does not elicit a consistent response across populations. However, we did identify
a pronounced difference in the median timings between the east and west Atlantic, with

phenology more than a month later in the west. One potential explanation is that this may be
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due to differences in the temperature of the currents passing each coast (southward flowing
Labrador Current being cold in comparison with the warmer and northward flowing Gulf
Stream) which leads to more pronounced seasonality in water temperature in the west for a

given latitude (Mackas et al., 2012).

We also found no evidence for cross-species shared phenological responses for populations in
the same breeding LMEs, and the same was true for most wintering LMEs (the exception being
the North Sea). Primary productivity (Behrenfeld et al., 2006) and abundance of prey
(Frederiksen et al., 2005) vary in their temporal availability at spatial scales smaller than the
LME categorisation used in this study, such that although they occupy the same general ocean
basin, the scale, magnitude and direction of any adjustment in timing of breeding in response
to the environment may differ across sites within it. Furthermore, bathymetry, tides and
currents are all important for prey distributions and aggregations, and thereby for seabird
foraging (Amélineau, Grémillet, Bonnet, Bot, & Fort, 2016; Christensen-Dalsgaard, May, &
Lorentsen, 2018; Vihtakari et al., 2018), and may vary considerably within small areas
(Sankaranarayanan, 2007). At smaller spatial scales we found evidence for cross-species shared
responses within about a third of small-scale regions and sites. Positive covariance in
phenology at a local scale may be driven by several factors, such as local habitat or weather
conditions (Porlier, Charmantier, Bourgault, Perret, & Blondel, 2012); abundance and
phenology of prey (Frederiksen et al., 2005); inter- (Schoener, 1974) and intra-specific
competition for food (Lewis, Sherratt, Hamer, & Wanless, 2001), social interaction — which
has been implicated as an influence on intraspecific annual variation (Youngflesh et al. 2018),
but might also arise between species — or a combination of effects. Small-scale physical
features potentially cause subtle differences in conditions at each site despite site proximity,

which could result in the observed differences in covariance between sites.
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In terms of species effects, we detected significant positive covariance responses across
populations of only one species, the black-legged kittiwake, with timing of breeding in
populations from both sides of the Atlantic and spanning almost all of the breeding range
tending to vary in tandem by £6 days. In the North Atlantic, the majority of kittiwakes from
most populations winter in the Labrador Sea, and one explanation for the covariance in
phenological response is that they experience similar conditions during this period (Bogdanova
etal., 2017; Frederiksen et al., 2012). It is plausible that water temperature over the winter, via
its effect on resources, may determine when kittiwakes return to waters around their colonies,
with carry-over effects on timing of breeding. Although there was significant among-year
covariance in laying dates of kittiwakes across breeding sites, this only explained an average
of 27.1% of the total among-year variance experienced by each population (min. = 11.97%
[Horngya], max. = 78.18% [Prince Leopold Island]), and correlations in lay date decreased
with distance between sites. As kittiwakes are restricted to foraging on the water’s surface, this
may make them more responsive to environmental effects on local conditions than other
species that can dive (Furness & Tasker, 2000). It is evident that kittiwakes may therefore be

sensitive to environmental conditions across multiple spatial scales (Frederiksen et al., 2004).

With the exception of the black-legged kittiwake, we found no shared variance across
populations of the same species, which implies that they do not respond similarly to a spatially
consistent driver. A consequence of the low amount of regional synchrony for all species other
than the kittiwake is that species may be somewhat buffered by a spatial portfolio effect
(Schindler, Armstrong, & Reed, 2015). For instance, if extreme weather negatively impacts a
population at one stage of the breeding season, a population at a different stage of reproduction

elsewhere may experience less severe effects, thereby promoting stability at higher aggregate
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levels such as multiple populations of species at the regional or meta-population level
(Schindler et al., 2015). This may benefit the resilience of North Atlantic seabird species
(Bogdanova et al., 2017; Fayet et al., 2017) in the face of wide-scale perturbations (Schindler

et al., 2015) expected under future climate scenarios (Stocker et al., 2013).

We found that residual variance for European shags (i.e., between-year variance in lay date
within a population, after all other terms have been taken into account) greatly exceeded the
levels estimated for other species in the analysis (Table 3). European shags are partial migratory
whereby a proportion of the population remain resident at the breeding colonies throughout the
year, and most migrant individuals make shorter-distance movements than the other study
species (Grist et al., 2014; Moe et al. 2021), so may be more sensitive to local conditions, such
as abundance of forage fish (Lorentsen, Anker-Nilssen, Erikstad, & Rev, 2015) and have an
unusually high capacity to adjust laying dates accordingly. While auk populations in our
analysis do remain in the North Atlantic over winter and spring, many migrate to a variety of
different areas (Fayet et al., 2017; Frederiksen et al., 2016), although it should be noted that
synchronised survival in Atlantic puffin has been attributed to an overlap in non-breeding
grounds of some Norwegian populations used in this analysis (Reiertsen et al., 2021). This
suggests that the conditions driving auk phenology are unlikely to be consistent for all
populations. Finally, the tern species included in this analysis (common, roseate and Arctic)
are all long-distance migrants, and individuals from the same or different breeding sites may
take alternative migration routes, at different times, and to different destinations (Becker et al.,
2016; Egevang et al., 2010; Mostello, Nisbet, Oswald, & Fox, 2014; Nisbet, Arnold, Oswald,
Pyle, & Pattern, 2017), potentially experiencing different conditions. Further research

comparing laying dates of tracked individuals known to have similar migration strategies
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would therefore elucidate the extent to which phenology covaries between individuals within

and across colonies (Grecian et al., 2016).

We restricted our analysis to include datasets of eight or more years in duration, but in some
instances the time series overlap was low, reducing our ability to infer precise covariances. Our
simulations (appendix 2) revealed that where time series are short and with limited overlap our
power to detect a variance of 20 could fall below 0.8. Whilst the posterior median for year
(co)variance was < 20 for 29 of 33 terms in our core model (Table S2), in 22 of these cases the
2.5% CI was removed from zero (i.e., variance was significant) or the upper 97.5% CI was <
20 (i.e., we can infer variance was low). Nonetheless there were cases where our Cls were
broad and we anticipate that repeating these analyses in the future will improve precision
thereby allowing additional insights to be gleaned. While our model structure did not allow for
negative covariance between phenological time series, when we compared pairwise estimates
of phenological correlations expected under our model to those obtained from raw data we
found a good correspondence between the two (Figure S5). On this basis we infer that observed
negative covariances are consistent with what one would expect to observe by chance when
sample sizes are small, and the true covariance is close to zero. Finally, our analysis considered
the effects of conditions at the breeding and main wintering grounds, but did not take into
account pre-breeding, post-breeding, staging and migration routes. More detailed tracking

information would allow future analyses to take this into account.

For many plant and animal taxa great strides have been made in identifying the aspects of the
environment that give rise to temporal or spatial variation in phenology (e.g., Cohen et al. 2018;
Thackeray et al. 2016), often finding that temperature in the two months or so preceding

phenology has an important role. There may be other groups that are similar to seabirds in that
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identification of drivers of phenology is more challenging, perhaps due to environmental
drivers influencing condition over a much longer period — as appears to be the case in red deer
(Stopher, Bento, Clutton-Brock, Pemberton, & Kruuk, 2014). In such cases and where data
exist for multiple populations we anticipate our alternative approach will be useful. A second
potential application of among year population phenology covariance estimation is to the study
of communities. While many studies focus on individual species, a small number of studies
have started to examine how phenological shifts influence synchrony and interactions at the
level of the community (CaraDonna, Iler, & Inouye, 2014). We propose that the among
population year covariance in phenology could be used to arrive at a measure of cohesiveness
of the phenological response across a community that could be compared among sites or
trophic levels. For instance, one measure of phenological cohesiveness at a site could be
calculated as the shared year variance divided by the mean of the total annual variances
estimated across species (i.e., where total annual variance for a species = the shared year
variance plus the annual variance unique to the species), giving a value that varies between 0
= no cohesiveness and 1 = perfect cohesiveness. In the case of seabirds this value would tend
to be very low, whereas if it were applied to the leaf out phenology of temperate trees we would

expect to see a much higher value (Roberts, Tansey, Smithers, & Phillimore, 2015).

Phenology is widely used as a measure of species’ response to environmental change, yet for
higher trophic level species, particularly those that are highly mobile, the drivers are often
poorly understood. We estimated covariance of average lay date across multiple populations
of seabirds, to identify the scale at which drivers of phenology operate in this group of highly
mobile top predators. For many populations, the majority of annual variance in breeding time
was at the site level, highlighting the importance of local conditions in driving phenology for

some species in this taxonomic group. Should broad-scale perturbations cause conditions to
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deteriorate rapidly across a large region, we conclude that the near absence of regional
phenological covariance, apart from black-legged kittiwakes, may allow for increased
resilience at the meta-population scale via phenological portfolio effects. Further research
combining individual tracking and phenology data could reveal drivers operating at additional
spatial, temporal and biological scales, for example conditions experienced by individuals or
populations on migration routes, stop-overs, or during autumn or spring periods. Identifying
the multiple scales at which phenology is driven will allow us to further understand how

organisms respond to fluctuating conditions, and how they may continue to do so in the future.

Acknowledgements

This work could not have been carried out without decades of data collection by field workers
across all sites. Specific thanks to Thierry Boulinier, Karen McCoy, Torkild Tveraa, Aurore
Pochon, Jérémy Tornos, Frédéric Angelier, Pierre Blévin, Céline Clément-Chastel, Geir Wing
Gabrielsen, Aurélie Goutte, Solveig Nilsen, Kjetil Sagerup, Sabrina Tartu and several
anonymous reviewers for comments that greatly improved the manuscript. Discussions with
Bob Swann provided inspiration for the manuscript. The authors also thank funding sources:
the Natural Environment Research Council (NERC; UK National Capability award number
NE/R016429/1 as part of the UKSCaPE programme); Joint Nature Conservation Committee
(JNCC); Environment and Climate Change Canada; Natural Resources Canada; New Bedford
Harbor Trustee Council; The Norwegian Environment Agency (and its predecessors), the
SEAPOP programme (www.seapop.no) and its key institutions: The Norwegian Institute for
Nature Research, The Norwegian Polar Institute and Tromse University Museum and the

French Polar Institute. The authors declare no conflict of interest.

34



621

622

623

624

625

626

627

628

629

630

631

632

633

634

635

636

637

638

639

640

641

642

643

644

References

Amélineau, F., Grémillet, D., Bonnet, D., Bot, T. Le, & Fort, J. (2016). Where to Forage in
the Absence of Sea Ice? Bathymetry As a Key Factor for an Arctic Seabird. PLoS ONE,
11(7), 1-19. doi: 10.1371/journal.pone.0157764

Becker, P. H., Schmaljohann, H., Riechert, J., Wagenknecht, G., Zajkova, Z., & Gonzalez-
Solis, J. (2016). Common Terns on the East Atlantic Flyway: temporal—spatial
distribution during the non-breeding period. Journal of Ornithology, 157(4), 927-940.
doi: 10.1007/s10336-016-1346-2

Behrenfeld, M. J., O’Malley, R. T., Siegel, D. A., McClain, C. R., Sarmiento, J. L., Feldman,
G. C, ... Boss, E. S. (2006). Climate-driven trends in contemporary ocean productivity.
Nature, 444(7120), 752-755. doi: 10.1038/nature05317

Bogdanova, M. I, Butler, A., Wanless, S., Moe, B., Anker-nilssen, T., Frederiksen, M., ...
Daunt, F. (2017). Multi-colony tracking reveals spatio-temporal variation in carry-over
effects between breeding success and winter movements in a pelagic seabird. Marine
Ecology Progress Series, 578, 167-181. doi: doi.org/10.3354/meps12096

Burr, Z. M., Varpe, 9., Anker-Nilssen, T., Erikstad, K. E., Barrett, S. D. R. T., Bech, C., ...
Tone Kristin Reiertsen Hallvard Strem. (2016). Later at higher latitudes: large-scale
variability in seabird breeding timing and synchronicity. Ecosphere, 7(May), 1-12. doi:
10.1111/ecs2.2016.7.issue-5

CaraDonna, P. J., ller, A. M., & Inouye, D. W. (2014). Shifts in flowering phenology reshape
a subalpine plant community. Proceedings of the National Academy of Sciences of the
United States of America, 115(42), E9993. doi: 10.1073/pnas.1815637115

Chambers, L. E., Cullen, J. M., Coutin, P. C., & Dann, P. (2009). Predicting onset and

35



645

646

647

648

649

650

651

652

653

654

655

656

657

658

659

660

661

662

663

664

665

666

667

668

669

success of breeding in little penguins Eudyptula minor from ocean temperatures. Marine
Ecology Progress Series, 378(May 2016), 269-278. doi: 10.3354/meps07881

Christensen-Dalsgaard, S., May, R., & Lorentsen, S.-H. (2018). Taking a trip to the shelf:
Behavioral decisions are mediated by the proximity to foraging habitats in the black-
legged kittiwake. Ecology and Evolution, 8(2), 866—878. doi: 10.1002/ece3.3700

Cohen, J. M., Lajeunesse, M. J., & Rohr, J. R. (2018). A global synthesis of animal
phenological responses to climate change. Nature Climate Change, 8, 224-228. doi:
10.1038/s41558-018-0067-3

Daunt, F., Reed, T. E., Newell, M., Burthe, S., Phillips, R. A., Lewis, S., & Wanless, S.
(2014). Longitudinal bio-logging reveals interplay between extrinsic and intrinsic carry-
over effects in a long-lived vertebrate. Ecology, 95(8), 2077-2083.

Dawson, A., King, V. M., Bentley, G. E., & Ball, G. F. (2001). Photoperiodic control of
seasonality in birds. Journal of Biological Rhythms, 16(4), 365-380.

Descamps, S., Ramirez, F., Benjaminsen, S., Anker-Nilssen, T., Barrett, R. T., Burr, Z., ...
Lavergne, S. (2019). Diverging phenological responses of Arctic seabirds to an earlier
spring. Global Change Biology, (July), 1-11. doi: 10.1111/gcb.14780

Dobson, F. S., Becker, P. H., Arnaud, C. M., Bouwhuis, S., & Charmantier, A. (2017).
Plasticity results in delayed breeding in a long-distant migrant seabird. Ecology and
Evolution, 7, 3100-3109.

Durant, J. M., Hjermann, D. O., Ottersen, G., & Stenseth, N. C. (2007). Climate and the
match or mismatch between predator requirements and resource availability. Climate
Research, 33(3), 271-283.

Egevang, C., Stenhouse, L. J., Phillips, R. A., Petersen, A., Fox, J. W., & Silk, J. R. D. (2010).
Tracking of Arctic terns Sterna paradisaea reveals longest animal migration.

Proceedings of the National Academy of Sciences, 107(5), 2078-2081. doi:

36



670

671

672

673

674

675

676

677

678

679

680

681

682

683

684

685

686

687

688

689

690

691

692

693

694

10.1073/pnas.0909493107

Fayet, A. L., Freeman, R., Anker-Nilssen, T., Diamond, A., Erikstad, K. E., Fifield, D., ...
Guilford, T. (2017). Ocean-wide Drivers of Migration Strategies and Their Influence on
Population Breeding Performance in a Declining Seabird. Current Biology, 27, 1-8. doi:
10.1016/4.cub.2017.11.009

Frederiksen, M., Descamps, S., Erikstad, K. E., Gaston, A. J., Gilchrist, H. G., Grémillet, D.,
... Thorarinsson, T. L. (2016). Migration and wintering of a declining seabird, the thick-
billed murre Uria lomvia, on an ocean basin scale: Conservation implications. Biological
Conservation, 200, 26-35. doi: 10.1016/j.biocon.2016.05.011

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(7), 1214-1221. doi: 10.1111/j.1529-8817.2003.00794.x

Frederiksen, M., Moe, B., Daunt, F., Phillips, R. A., Barrett, R. T., Bogdanova, M. L, ...
Anker-Nilssen, T. (2012). Multicolony tracking reveals the winter distribution of a
pelagic seabird on an ocean basin scale. Diversity and Distributions, 18(6), 530-542.
doi: 10.1111/5.1472-4642.2011.00864.x

Frederiksen, M., Wright, P. J., Harris, M. P., Mavor, R. A., Heubeck, M., & Wanless, S.
(2005). Regional patterns of kittiwake Rissa tridactyla breeding success are related to
variability in sandeel recruitment. Marine Ecology Progress Series, 300,201-211. doi:
10.3354/meps300201

Furness, R. W., & Tasker, M. L. (2000). Seabird-fishery interactions : quantifying the
sensitivity of seabirds to reductions in sandeel abundance, and identification of key areas
for sensitive seabirds in the North Sea. Marine Ecology Progress Series, 202, 253-264.

Gelman, A. (2006). Prior distributions for variance parameters in hierarchical models

(Comment on Article by Browne and Draper). Bayesian Analysis, 1(3), 515-534. doi:

37



695

696

697

698

699

700

701

702

703

704

705

706

707

708

709

710

711

712

713

714

715

716

717

718

719

10.1214/06-BA117A

Gelman, A., Van Dyk, D. A., Huang, Z., & Boscardin, W. J. (2008). Using redundant
parameterizations to fit hierarchical models. Journal of Computational and Graphical
Statistics, 17(1), 95-122. doi: 10.1198/106186008X287337

Grecian, W. J., Witt, M. J., Attrill, M. J., Bearhop, S., Becker, P. H., Egevang, C., ... Peter,
H. (2016). Seabird diversity hotspot linked to ocean productivity in the Canary Current
Large Marine Ecosystem. Biology Letters, 12(8). doi: 10.1098/rsbl.2016.0024

Grist, H., Daunt, F., Wanless, S., Nelson, E. J., Harris, M. P., Newell, M., ... Reid, J. M.
(2014). Site fidelity and individual variation in winter location in partially migratory
European shags. PLoS One, 9(6), 98562. doi: 10.1371/journal.pone.0098562

Hadfield, J. D. (2010). MCMC methods for multi-response generalized linear mixed models:
The MCMCglmm R package. Journal of Statistical Software, 33(2), 1-22. doi:
10.1002/ana.22635

Harrison, X. A., Blount, J. D., Inger, R., Norris, D. R., & Bearhop, S. (2011). Carry-over
effects as drivers of fitness differences in animals. Journal of Animal Ecology, 80(1), 4—
18. doi: 10.1111/5.1365-2656.2010.01740.x

Keogan, K., Daunt, F., Wanless, S., Phillips, R. A., Walling, C. A., Agnew, P., ... Lewis, S.
(2018). Global phenological insensitivity to shifting ocean temperatures among seabirds.
Nature Climate Change, 8(4), 313-318. doi: 10.1038/s41558-018-0115-z

Keogan, K., Lewis, S., Howells, R.J., Newell, M.A., Harris, M.P., Burthe, S.J., Phillips, R.A.,
Wanless, S., Phillimore, A.B. & Daunt, F. (2020) No evidence for fitness signatures
consistent with increasing trophic mismatch over 30 years in a population of European
shag Phalacrocorax aristotelis. Journal of Animal Ecology 90:432-446

Lewis, S., Sherratt, T. ., Hamer, K. ., & Wanless, S. (2001). Evidence of intra-specific

competition for food in a pelagic seabird. Nature, 412(August), 816—819.

38



720

721

722

723

724

725

726

727

728

729

730

731

732

733

734

735

736

737

738

739

740

741

742

743

744

Lindestad, O., Wheat, C. W., Nylin, S., & Gotthard, K. (2018). Local adaptation of
photoperiodic plasticity maintains life cycle variation within latitudes in a butterfly.
Ecology, 100(1), 1-14. doi: 10.1002/ecy.2550

Lorentsen, S. H., Anker-Nilssen, T., Erikstad, K. E., & Rov, N. (2015). Forage fish
abundance is a predictor of timing of breeding and hatching brood size in a coastal
seabird. Marine Ecology Progress Series, 519, 209-220. doi: 10.3354/meps11100

Love, O. P., Gilchrist, H. G., Descamps, S., Semeniuk, C. A. D., & Béty, J. (2010). Pre-
laying climatic cues can time reproduction to optimally match offspring hatching and ice
conditions in an Arctic marine bird. Oecologia, 164(1), 277-286. doi: 10.1007/s00442-
010-1678-1

Mackas, D. L., Greve, W., Edwards, M., Chiba, S., Tadokoro, K., Eloire, D., ... Peluso, T.
(2012). Changing zooplankton seasonality in a changing ocean: Comparing time series
of zooplankton phenology. Progress in Oceanography, 97-100, 31-62. doi:
10.1016/j.pocean.2011.11.005

McNamara, J. M., Barta, Z., Klaassen, M., & Bauer, S. (2011). Cues and the optimal timing
of activities under environmental changes. Ecology Letters, 14(12), 1183—-1190. doi:
10.1111/5.1461-0248.2011.01686.x

Moe, B., Daunt, F., Brathen, V.S., Barrett, R.T., Ballesteros, M., Bjernstad, O., Bogdanova,
M., Dehnhard, N., Erikstad, K.E., Follestad, A., Gislason, S., Hallgrimsson, G.b.,
Lorentsen, S. —V., Newell, M., Petersen, A., Phillips, R.A., Ragnarsdottir, S.B.,
Reiertsen, T.K., Astrom, J., Wanless, S. & Anker-Nilssen, T. Twilight foraging enables
European shags to survive the winter across their latitudinal range. Marine Ecology
Progress Series 676: 145-157

Mostello, C. S., Nisbet, I. C. T., Oswald, S. A., & Fox, J. W. (2014). Non-breeding season

movements of six North American Roseate Terns Sterna dougallii tracked with

39



745

746

747

748

749

750

751

752

753

754

755

756

757

758

759

760

761

762

763

764

765

766

767

768

769

geolocators. Seabird, 27(2014), 1-21.
Nisbet, I. C. T., Arnold, J. M., Oswald, S. A., Pyle, P., & Pattern, M. A. (2017). Common
tern Sterna hirundo. No. 618 in The Birds of North America (P.G. Rodewald, Ed.).
Parmesan, C., & Yohe, G. (2003). A globally coherent fingerprint of climate change impacts
across natural systems. Nature, 421(6918), 37-42. doi: 10.1038/nature01286

Porlier, M., Charmantier, A., Bourgault, P., Perret, P., & Blondel, J. (2012). Variation in
phenotypic plasticity and selection patterns in blue tit breeding time: between- and
within-population comparisons. Journal of Animal Ecology, 81, 1041-1051. doi:
10.1111/j.1365-2656.2012.01996.x

Ramirez, F., Afan, 1., Tavecchia, G., Catala, I. A., Oro, D., & Sanz-aguilar, A. (2016).
Oceanographic drivers and mistiming processes shape breeding success in a seabird.
Proceedings of the Royal Society B: Biological Sciences, 283(1826), 20152287.

Reiertsen, T. K., Layton-Matthews, K,. Erikstad, K. E., Hodges, K,. Ballesteros, M., Anker-
Nilssen, T., Barrett, R. T., Benjaminsen, S., Bogdanova, M., Christensen-Dalsgaard, S.,
Daunt, F., Dehnhard, N., Harris, M. P., Langset, M., Lorentsen, S.-H., Newell, M.,
Bréathen, V. S., Steyle-Bringsvor, 1., Systad, G.-H., Wanless, S. (2021). Inter-population
synchrony in adult survival and effects of climate and extreme weather in non-breeding
areas of Atlantic puffins. Marine Ecology Progress Series, Vol. 676: 219-231

Roberts, A. M. L., Tansey, C., Smithers, R. J., & Phillimore, A. B. (2015). Predicting a
change in the order of spring phenology in temperate forests. Global Change Biology,
21(7),2603-2611. doi: 10.1111/gcb.12896

Sankaranarayanan, S. (2007). Modeling the tide and wind-induced circulation in Buzzards
Bay. Estuarine, Coastal and Shelf Science, 73(3—4), 467-480. doi:
10.1016/.ecss.2006.12.022

Schindler, D. E., Armstrong, J. B., & Reed, T. E. (2015). The portfolio concept in ecology

40



770

771

772

773

774

775

776

777

778

779

780

781

782

783

784

785

786

787

788

789

790

791

792

793

794

and evolution. Frontiers in Ecology and the Environment, 13(5), 257-263. doi:
10.1890/140275

Schoener, T. W. (1974). Resource partitioning in ecological communities. Science,
185(4145), 27-39.

Stocker, T. F., D. Qin, G.-K., Plattner, M., Tignor, S. K., Allen, J., Boschung, A., ...
Midgley, P. . (eds. . (2013). IPCC: Summary for Policymakers. Climate Change 2013:
The Physical Science Basis. Contribution of Working Group I to the Fifth Assessment
Report of the Intergovernmental Panel on Climate Change, 1-29. doi:
10.1017/CB0O9781107415324

Stopher, K. V., Bento, A. 1., Clutton-Brock, T. H., Pemberton, J. M., & Kruuk, L. E. B.
(2014). Multiple pathways mediate the effects of climate change on maternal
reproductive traits in a red deer population. Ecology, 95(11), 3124-3138. doi:
10.1890/13-0967.1

Szostek, K. L., Bouwhuis, S., & Becker, P. H. (2015). Are arrival date and body mass after
spring migration influenced by large-scale environmental factors in a migratory seabird?
Frontiers in Ecology and Evolution, 3(April), 1-12. doi: 10.3389/fevo.2015.00042

Thackeray, S. J. (2016). Casting your network wide: a plea to scale-up phenological research.
Biology Letters, 12(6), 20160181. Retrieved from
http://rsbl.royalsocietypublishing.org/content/12/6/20160181.abstract

Thackeray, S. J., Henrys, P. A., Hemming, D., Bell, J. R., Botham, M. S., Burthe, S., ...
Wanless, S. (2016). Phenological sensitivity to climate across taxa and trophic levels.
Nature, 535(7611), 241-245. doi: 10.1038/nature1 8608

Thaxter, C. B., Lascelles, B., Sugar, K., Cook, A. S. C. P, Roos, S., Bolton, M., ... Burton,
N. H. K. (2012). Seabird foraging ranges as a preliminary tool for identifying candidate

Marine Protected Areas. Biological Conservation, 156, 53—61. doi:

41



795

796

797

798

799

800

801

802

803

804

805

806

807

808

809

810

811

812

813

814

10.1016/j.biocon.2011.12.009

van de Pol, M., Bailey, L. D., McLean, N., Rijsdijk, L., Lawson, C. R., & Brouwer, L.
(2016). Identifying the best climatic predictors in ecology and evolution. Methods in
Ecology and Evolution, 7(10), 1246-1257. doi: 10.1111/2041-210X.12590

Varpe, 0. (2017). Life history adaptations to seasonality. Integrative and Comparative
Biology, 57(5), 943-960. doi: 10.1093/icb/icx123

Vihtakari, M., Welcker, J., Moe, B., Chastel, O., Tartu, S., Hop, H., ... Gabrielsen, G. W.
(2018). Black-legged kittiwakes as messengers of Atlantification in the Arctic. Scientific
Reports, 8(1), 1-11. doi: 10.1038/s41598-017-19118-8

Visser, M. E., & Both, C. (2005). Shifts in phenology due to global climate change: the need
for a yardstick. Procedings of the Royal Society B: Biological Sciences, 272(1581),
2561-2569. doi: 10.1098/rspb.2005.3356

Warton, D. L., Blanchet, F. G., O’Hara, R. B., Ovaskainen, O., Taskinen, S., Walker, S. C., &
Hui, F. K. C. (2015). So Many Variables: Joint Modeling in Community Ecology.
Trends in Ecology and Evolution, 30(12), 766—779. doi: 10.1016/j.tree.2015.09.007

Youngflesh, C., Jenouvrier, S., Hinke, J. T., DuBois, L., St. Leger, J., Trivelpiece, W. Z., ...
Lynch, H. J. (2018). Rethinking “normal”: The role of stochasticity in the phenology of
a synchronously breeding seabird. Journal of Animal Ecology, 87(3), 682—-690. doi:

10.1111/1365-2656.12790

42



