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A B S T R A C T

In spite of their oceanic habitat, deep diving cetacean species have been found to be affected by anthropogenic
activities, with potential population impacts of high intensity sounds generated by naval research and oil
prospecting receiving the most attention. Improving the knowledge of the distribution and abundance of this
poorly known group is an essential prerequisite to inform mitigation strategies seeking to minimize their spatial
and temporal overlap with human activities. We provide for the first time abundance estimates for five deep
diving cetacean species (sperm whale, long-finned pilot whale, northern bottlenose whale, Cuvier's beaked
whale and Sowerby's beaked whale) using data from three dedicated cetacean sighting surveys that covered the
oceanic and shelf waters of the North-East Atlantic. Density surface modelling was used to obtain model-based
estimates of abundance and to explore the physical and biological characteristics of the habitat used by these
species. Distribution of all species was found to be significantly related to depth, distance from the 2000m depth
contour, the contour index (a measure of variability in the seabed) and sea surface temperature. Predicted
distribution maps also suggest that there is little spatial overlap between these species. Our results represent the
best abundance estimates for deep-diving whales in the North-East Atlantic, predict areas of high density during
summer and constitute important baseline information to guide future risk assessments of human activities on
these species, evaluate potential spatial and temporal trends and inform EU Directives and future conservation
efforts.

1. Introduction

Effective marine mammal conservation and management requires
information on the abundance and distribution of species. Reliable
abundance estimates are a crucial prerequisite to assess the impact that
accidental or deliberate removals have on a population (Wade, 1998) or
to evaluate its status and trends (Reeves et al., 2000). Quantifying
abundance and distribution can be very challenging for cryptic and
highly mobile species, especially over large spatial, and often, transna-
tional scales. Understanding the relationship between species and
habitat can help improve population estimates and can also help in
the identification of marine protected areas (Cañadas et al., 2005;

Mannocci et al., 2014; Forney et al., 2015; Breen et al., 2016; Becker
et al., 2016).

Beaked whales (family Ziphiidae) are among the most diverse but
least known marine mammals, with little information available on their
distribution, ecology and population structure. Their oceanic habitat
and a behaviour often consisting of long, deep dives followed by short
surface intervals (e.g. Johnson et al., 2004, 2006; Aguilar Soto et al.,
2006, Tyack et al., 2006) have made these species very difficult to
study. Other deep diving species include sperm whales (Physeter
macrocephalus) and long-finned pilot whales (Globicephala melas).
Despite a long history of commercial exploitation of sperm whales and
northern bottlenose whales (Hyperoodon ampullatus) (whaling
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spanned several centuries), and an ongoing annual subsistence hunt
(the grindadráp) of several hundred pilot whales in the Faroe Islands
(Hoydal and Lastein, 1993; Fielding, 2010), little current information
is available on the abundance of these species in the North-East
Atlantic. With the exception of Cuvier's beaked whale (Ziphius cavir-
ostris) which is listed as least concern, beaked whales and long-finned
pilot whales are listed globally as Data Deficient and in the Atlantic,
sperm whales are listed as Vulnerable under the IUCN Red List (IUCN,
2010).

Globally, deep diving cetaceans are exposed to a wide variety of
anthropogenic threats, including noise, ship strikes, contaminants,
prey depletion, and entanglement in fishing gear (e.g. Whitehead,
2003; Aguilar Soto et al., 2006; Read et al., 2006; Nowacek et al., 2007;
Tyack, 2008; Jensen et al., 2009). An increase in ocean noise is of
particular concern for these species. Beaked whales appear to be
especially sensitive to mid-frequency sonar (Tyack et al., 2011; Miller
et al., 2015), and a number of beaked whale mass stranding and
multiple stranding events have occurred coincident with naval ex-
ercises (e.g. Simmonds and Lopez-Jurado, 1991; Jepson et al., 2003;
Fernandez et al., 2005; Cox et al., 2006). In addition, noise associated
with seismic activity, hydrocarbon exploration and geophysical re-
search is increasing both spatially and temporally, occurring in deeper
waters and in most months of the year (Nowacek et al., 2015).

The European Union (EU) includes ocean noise (amongst other
stressors) as an indicator of environmental quality under the Marine
Strategy Framework Directive (MSFD, EU-COM, 2008) and is in the
process of developing targets for achieving “good environmental status”
for ocean noise and acute noise-producing activities. However, a poor
understanding of beaked whale ecology has made assessing the
potential risk of anthropogenic activity difficult (Hazen et al., 2011;
Moore and Barlow, 2013); in particular, information on abundance and
distribution of deep diving cetaceans in the North-East Atlantic is
lacking.

All cetacean species are listed under Annex IV of the EU Habitats
Directive (EU-COM, 1992), Article 12 of which obliges Member States
to take measures to “establish and implement an effective system of
strict protection”. Strict protection for Annex IV species consists of a
“set of coherent and co-ordinated measures of a preventive nature” and
measures must “contribute to the aim of maintaining the species in the
long term or restoring its population in its habitat” (Annon, 2007).
Understanding abundance, distribution and habitat use can therefore
be considered as core elements of the EU Habitats Directive. In
addition, examining the spatial and temporal overlap between anthro-
pogenic stressors, such as ocean noise, for example, and beaked whale
distribution and habitat use should help with the implementation of
the MSFD. More generally, this approach would also help in developing
effective planning strategies for managing environmental risk asso-
ciated with geophysical surveys, for example.

In recent decades, large scale multinational surveys have collected
data on the distribution and abundance of cetaceans in offshore and
shelf waters of the North-East Atlantic in summer (SCANS, Hammond
et al., 2002; SCANS-II, 2008; Hammond et al., 2013; CODA,
CODA(2009); and NASS/T-NASS, Lockyer and Pike, 2007; Pike
et al., 2008). These surveys used methodology specially designed to
deal with failure to detect animals on the transect line (a particular
problem for some deep diving species, Whitehead, 2002; Barlow and
Taylor, 2005).

Here we analyse the combined data from SCANS-II, CODA and the
Faroese block of T-NASS to generate design-based estimates of
summer abundance of long-finned pilot whales (hereafter referred to
as pilot whales), sperm whales and beaked whale species in waters of
the North-East Atlantic. In addition, we fit models that estimate
density as a function of relevant environmental variables to determine
which of those variables most influenced abundance, to predict spatial
distribution, to investigate habitat use and to generate model-based
estimates of abundance. The results can be used to inform the

conservation of these species and management of the human activities
that impact them.

2. Methods

2.1. Study area & survey data

The study area covered 3023 280 km2 in the North-East Atlantic; a
vast area with complex hydrography (e.g. Pingree and Garcia-Soto,
2014; Marzocchi et al., 2015) and characterized by heterogeneous
habitats, including continental shelf areas of varying extent, steep
continental slopes and deep canyon systems. Productivity is also
variable, with nutrient rich deep water brought to the surface in
specific areas, such as off Galicia (NW Spain, Bode et al., 2009) and
west of Ireland (Raine et al., 1990).

The Small Cetaceans in the European Atlantic and North Sea
project (SCANS-II) surveyed the continental shelf waters of the
North-East Atlantic in July 2005 using a combination of ships and
aircraft (Hammond et al., 2013). The Cetacean Offshore Distribution
and Abundance in the European Atlantic project (CODA) covered
offshore waters off the Atlantic coasts of Spain, France, Ireland and
Scotland by ship in July 2007 (CODA, 2009). The Trans North Atlantic
Sightings Survey (T-NASS) was also conducted by ship in July 2007
and covered large areas of the North Atlantic (Pike et al., 2008). The
Faroese block of this survey was contiguous with the western and
northern boundary of CODA (Fig. 1, Table 1, Supplementary Figure D).

All shipboard surveys were conducted using the same double
platform line transect methods (detailed in Hammond et al. (2013)).
Two teams of experienced observers (referred to here as Primary
observers and Trackers) were located on each survey vessel in a ‘trial
configuration’ (Laake and Borchers, 2004) to collect data that could be
used to account for animals missed on the transect line and potentially
for any responsive movement. Sightings were identified to species level
where possible. In some cases, identification was to a broader
taxonomic level, such as unidentified large whale or unidentified
beaked whale. Low, best and high estimates of group size were made
(best estimates were used in analysis).

2.2. Data processing

All on-effort transects were divided into segments with homoge-
neous sighting conditions. For all data combined, this gave a total of
8169 segments ranging from 0.1 to 17.6 km (mean = 5.84 km, sd =
3.41 km), totalling 47 225 km on effort (Table 1).

2.3. Analytical methods

2.3.1. Estimation of detection functions
Detection functions were estimated for pilot whales, sperm whales,

unidentified large whales (to allow sperm whale abundance to be
adjusted to take account of unidentified sightings), and all beaked
whales combined, using DISTANCE 6.0 software (Thomas et al., 2010).
Data were truncated at a perpendicular distance from the transect line
that balanced removing distant observations to improve model fit and
retaining as much data as possible (Buckland et al., 2001).

For pilot whales and large whales, sample sizes were sufficient to fit
Mark-Recapture Distance Sampling (MRDS) models to the double
platform data (Laake and Borchers, 2004). As no evidence of respon-
sive movement was found for any of these species, point independence
mark-recapture models were used. For sperm whales and beaked
whales there were insufficient duplicate sightings to carry out a double
platform analysis, so Conventional Distance Sampling (CDS) models
were used. Abundance for these latter species is therefore under-
estimated to an unknown extent. Covariates available for fitting the
detection functions are given in the Supplemental Appendix Table B.
These included factors such as sightability, swell height, sea state
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(Beaufort scale), vessel and cue. Continuous variables included the
height of the observer on the primary platform and group size.

The best functional form of the detection function (Half Normal or
Hazard Rate model) and the covariates retained by the best fitting
models for the detection functions were chosen based on standard
model fitting diagnostics (AIC, goodness of fit tests, Q-Q plots,
inspection of plots of fitted functions).

2.3.2. Estimating design-based abundance
Design-based estimates of abundance were generated using

DISTANCE software. Estimates were calculated for sperm whales, pilot
whales, unidentified large whales and all large whales and all beaked
whales combined and for each species of beaked whale separately
(including those unidentified to species), using the combined beaked
whale detection function. As there was a slight overlap (3.5%) in the
SCANS-II and CODA survey areas, all estimates from these surveys
were corrected by dividing by 1.035.

Forty percent of the sightings of beaked whales were unidentified to
species, so estimates for each identified species were also adjusted (by
survey block) to include a proportion of unidentified beaked whale
abundance, prorated according to the number of sightings:

N N p N= +adj id id unid

where Nid is the abundance estimate from sightings identified to a

given species in each block, Nunid is the estimate of abundance of
unidentified beaked whales in each block and Pidis the number of
sightings of a given species divided by the total number of identified
beaked whales in each block.

The variance of the adjusted estimate was calculated as follows:

N N p N CV CVvar[ ] = var[ ] + ( + )adj id id unid p N
2 2 2 2

id unid

The estimate for sperm whales was similarly adjusted to include a
proportion of unidentified large whale abundance.

2.3.3. Estimating model-based abundance
Modelling to investigate the effect of environmental covariates on

abundance and to examine habitat use followed Cañadas and
Hammond (2008). A spatial grid of resolution 0.25 × 0.25 degrees
was created covering the survey areas. This resolution was chosen as it
was the coarsest resolution of the available environmental covariates.
This yielded a total of 6830 grid cells within the study area. The width
of a degree of longitude changes with latitude causing variation in the
area of the grid cells, which ranged from 297.0km2 in the northernmost
grid cells to 618.4km2 in the southernmost grid cells. Environmental
data were assigned to the centre of each grid cell and the grid was used
to provide values of environmental covariates for the effort segments
and to predict abundance spatially.

Analysis was undertaken in two steps: first, modelling abundance of
groups and, second, modelling group size. Cetacean abundance in each
grid cell was obtained by multiplying the abundance of groups by the
group size using the best fitting model in each case. Estimated
abundance was summed over all grid cells to generate an estimate
for the entire survey area. All modelling was carried out using statistical
software R (R Core Team, 2015) using the mgcv package (Wood,
2006).

2.3.4. Environmental data
Environmental variables were derived from a number of sources

(Supplemental Appendix Table B) and included water depth (m),

Fig. 1. Survey areas: SCANS-II 2005 (outlined in cyan), CODA 2007 (outlined in blue), and the Faroese block of TNASS 2007 (outlined in red) and underlying bathymetry (showing
1000 and 2000m isobaths). (For interpretation of the references to color in this figure legend, the reader is referred to the web version of this article.)

Table 1
Areas and length of transect searched in each survey region. Data are for surveys in
Beaufort sea states 0–4 for SCANS-II (ship), CODA and T-NASS, and for good and
moderate conditions for SCANS-II (air) (equivalent to Beaufort 0–2).

Region Area (km2) Transect (km)

SCANS-II (ship) 1,005,743 19,614
SCANS-II (air) 364,371 15,802
CODA 967,538 9491
TNASS (Faroes) 685,628 2318
Total area 3,023,280 47,225
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distance to the 0 m, 200 m and 2000 m contours (as proxies for coastal,
continental shelf and oceanic habitats, respectively), slope and contour
index (to give an index of benthic habitat and seafloor topography in
the area). As indices of biological activity/primary productivity we
included sea surface temperature (C°) and chlorophyll a (mgC/l).

2.3.5. Abundance of groups
The response variable in the modelling of abundance of groups was

obtained using the Horvitz-Thompson estimator:

∑N
p

ˆ = 1
ˆi

j

n

ij=1

i

Where ni is the number of detected groups in the ith segment, and p̂ij is
the estimated probability of detection of the jth group in segment i,
obtained from the appropriate fitted detection function for the appro-
priate level or measurement of each covariate included in the detection
function.

The abundance of groups was modelled using a Generalized
Additive Model (GAM) with a logarithmic link function. Due to over-
dispersion in the data, a quasi-Poisson error distribution was assumed,
with variance proportional to the mean, and using the searched area of
each segment as an offset. The general structure of the model was:

⎡
⎣
⎢⎢

⎤
⎦
⎥⎥∑N a θ f zˆ = exp ln( ) + + ( )i i

k
k ik0

where the offset ai is the search area for the ith segment (calculated as
the length of the segment multiplied by twice the truncation distance),
θ0 is the intercept, fk are smoothed functions of the explanatory
covariates, and zik is the value of the kth explanatory covariate in the
ith segment.

For each species, the maximum number of covariates per model
and the maximum number of “knots” (equivalent to degrees of
freedom) for each covariate was limited to avoid excessive and
biologically unrealistic “wiggliness” in the fitted smooth function. As
a rule of thumb, the maximum total degrees of freedom in the model
was not allowed to exceed 30–50% of the total number of non-zero
observations to avoid over-fitting and to avoid problems when using
bootstrap re-sampling of the data to estimate measures of precision of
the estimates. Model selection was implemented manually based on
three criteria: (a) the GCV (General Cross Validation score); (b) the
percentage of deviance explained; and (c) the probability that each
variable was included in the model by chance.

2.3.6. Group size
Group sizes were corrected to take account of likely error recorded

on the Primary observation platform. Using duplicate detections, a
correction factor for group size made by Primary was estimated as:

c
s
s

ˆ =
∑ (2)
∑ (1)s

j

j

Where sj(1) is the group size estimated by the Primary observers in
duplicate sightings, and sj(2) is the group size estimated by the Tracker

observers.
Group size was also modelled using a GAM with a logarithmic link

function. The response variable was the number of whales counted in
each group (sj) and a quasi-Poisson error distribution was used, with
the variance proportional to the mean, because of over-dispersion in
the data. The general structure of the model was:

⎡
⎣
⎢⎢

⎤
⎦
⎥⎥∑E s θ f z( ) = exp + ( )j

k
k jk0

where θ0 is the intercept, fk are smoothed functions of the explanatory
covariates, and zjk is the value of the kth explanatory covariate in the jth

group. Manual selection of the models was done following the same
criteria described for the models of abundance of groups.

2.4. Estimating model-based abundance and uncertainty

Cetacean abundance in each grid was obtained by multiplying the
abundance of groups by the group size using the best fitting model in
each case. Estimated abundance was summed over all grid cells. Where
the best model included a temporally varying covariate (e.g. sea surface
temperature) the prediction chosen was 2007 when most of the data
were collected. A section to the west end side of the Faroese block was
not included in the grid because the covariates were not available for
that section. The original estimate obtained for the Faroese block was
therefore proportionally increased to take account of that missing
section (27.2% of the Faroese block), by multiplying the abundance
estimate of this block by 1.3739.

The modelling process was replicated in 600 non-parametric boot-
strap re-samples to obtain the coefficient of variation (CV) for this part
of the analysis. The re-sampling unit used was the combination of day
and transect (each line of the zig-zag survey track), so each day was
considered a unit but was further divided if it encompassed segments of
two or more transects. Each re-sampling unit therefore corresponded
to either a transect or a piece of transect surveyed over a single day. The
re-sampling process was stratified by survey region (SCANS-II, CODA,
Faroese block of T-NASS) as far as data allowed.

For each bootstrap resample, the models for abundance of groups
and for group size were run (or mean group size calculated if including
covariates in the model did not improve estimation), and the degree of
smoothing of each model term was chosen by themgcv package, within
the maximum number of knots allowed for each covariate, thus
incorporating some model selection uncertainty in the variance.

The CV of animal abundance for the entire area for each species was
obtained by combining the model CV and the CV of detection
probability. Percentile-based 95% confidence intervals were obtained
assuming the estimates of abundance were log-normally distributed.

3. Results

A total of 47 225 km of transect line was surveyed by the three
surveys, mainly by shipboard effort (Table 1). There were 187 sightings
of deep diving species, comprising at least five species (Table 2,
Supplemental Appendix Table C). Of these, sperm whales (34%) and

Table 2
Design- and model- based estimates of abundance for deep diving species.

Species No. obs Design based Animal abundance CV (%) Model based Animal abundance CV (%)
[95% confidence interval] [95% confidence interval]

Sperm whale 65 3267 [2103–5076] 0.23 3424 [1925–5487] 0.27
Pilot whale 59 172,195 [88,194–336,206] 0.35 152,071 [75,862–256,575] 0.25
Cuvier's beaked whales 17 2286 [942–5552] 0.48
Northern bottlenose whale 15 19,539 [9921–38,482] 0.36
Sowerby's beaked whale 6 3518 [1570–7883] 0.43
Unidentified beaked whale 25 3811 [2322–6254] 0.26
Total beaked whale 38 29,154 [17,478–48,629] 0.27 29,205 [16,909–41,514] 0.23
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Fig. 2. Distribution of survey effort and sightings of a) sperm whales, b) pilot whales and c) beaked whales in the survey area.
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pilot whales (33%) were the most frequently sighted species, with fewer
sightings of Cuvier's (9%) and Sowerby's (3%) beaked whales and
northern bottlenose whale (8%). An additional 25 sightings of beaked
whales could not be identified to species level. During the surveys, a
substantial number of sightings of large whales were made and based
on those identified to species, were believed mostly to be fin whales
(Balaenoptera physalus) but some could have been sperm whales
(Supplemental Appendix Table C).

3.1. Sperm whales

All sperm whale sightings (n = 65) occurred in the deeper waters of
the North-East Atlantic (Fig. 2a). The fitted detection functions for all
species/species groups are shown in the Supplemental Appendix Fig. E.
The calculated group size correction factor was 1.11. The design-based
estimate of total abundance of sperm whales was 3267(CV = 0.23)
individuals. Adjusting this estimate to include a proportion of the
unidentified large whale sightings, we obtained an abundance estimate
of 7035(CV = 0.28) sperm whales (Supplemental Table C). The
component for identified sperm whales is not corrected for animals
missed on the transect line.

The final model for abundance of groups included depth, SST and
contour index, while SST and depth were the only variables retained in
the final model for group size (Table 3). The selected models predicted
that abundance of groups was highest in waters between 1000 and
4000 m, over a wide temperature range mostly between 10 °C and
20 °C, where the contour index varied between 0 (steeply sloping) and
80 (gently sloping) (Supplemental Appendix Fig. Fa). Group size was
predicted to increase as SST increased and to be higher in waters less
than 2000 m deep (Supplemental Appendix Fig. Ga). The model-based
estimate of abundance (unadjusted for a proportion of unidentified
large whale sightings) was 3424 (CV = 0.27) individuals. Sperm whales
were predicted to concentrate in the southern areas of the surveyed

region, in the oceanic deep waters off Galicia (NW Spain) and in the
Bay of Biscay (Fig. 3).

3.2. Pilot whales

Pilot whale sightings (n = 59) were distributed widely along the
continental shelf edge and in oceanic waters, extending from the Straits
of Gibraltar to the deep waters of the Rockall Trough around 60 °N
(Fig. 2b). No pilot whales were sighted in the North Sea or the Irish
Sea. The calculated group size correction factor was 1.61. The design-
based estimate of total abundance was 172 195 (CV = 0.35) individuals
(Table 2).

Depth, distance to the 2000 m depth contour and latitude were
found to be important in predicting pilot whale abundance of groups
while depth and contour index were retained in the best model for
group size (Table 3). Abundance of groups was predicted to be highest
in water depths > 1000 m, was strongly associated with the 2000 m
depth contour and showed geographic variation with latitude, with a
peak at 55 °W (Supplemental Appendix Fig. Fb). Group size was
predicted to be smaller in deeper waters, and higher at contour index
values of 30–50, indicating that they occur in waters over moderately
steep slopes (Supplemental Appendix Fig. Gb). The model-based
estimate of pilot whale abundance was 152 071 (CV = 0.32) whales.
Results suggest that the steep slopes on both sides of the Rockall
Trough are important areas for pilot whales in the North-East Atlantic,
along with an area further west on the Rockall plateau (Fig. 3b).

3.3. Beaked whales

At least three species of Ziphiidae were sighted during the surveys:
northern bottlenose whale, Cuvier's beaked whale and Sowerby's
beaked whale (Mesoplodon bidens). Northern bottlenose whales
(n=15) and Sowerby's beaked whales (n=6) were only sighted in
offshore waters but Cuvier's beaked whales (n=17) and unidentified
beaked whales (n=25) were also seen on the continental shelf area
during the SCANS-II survey (Fig. 2c). Most sightings of northern
bottlenose whales occurred in the northern part of the survey area.
Sowerby's beaked whale showed a similar pattern, although one
individual was sighted off northwest Spain. In contrast, most sightings
of Cuvier's beaked whales occurred in the southern Bay of Biscay, with
other sightings widely distributed, from Portugal to northwest Ireland
and the Rockall Trough.

Abundance estimates were calculated for each beaked whale species
separately (Table 2) and combining all the adjusted estimates for
species with the unidentified beaked whale category, gave a total
beaked whale estimate of 29 154 (CV 0.27). These estimates are not
corrected for animals missed on the transect line and therefore total
abundances are underestimated.

All species of beaked whales were modelled together because of the
small number of sightings. The final model for abundance of groups
included depth, latitude, distance to the 2000 m depth contour and
longitude. For group size, the best model retained latitude and the
interaction between depth and the contour index (Table 3). The
abundance of beaked whale groups was predicted to decline steeply
east of longitude 0°, to peak at latitudes 45 °N and 60 °N and depths of
1000 m and 4000 m, and to be strongly associated with the 2000 m
depth contour (Supplemental Appendix Fig. Fc). Group size was
predicted to be highest in the north of the study area (Supplemental
Appendix Fig. Gc). The model-based estimate of abundance for all
beaked whale species (uncorrected for animals missed on the transect
line) was 29 205 (CV = 0.23). Beaked whales were predicted to
concentrate in the north-western part of the surveyed area and in the
deeper waters of the central part of the Bay of Biscay (Fig. 3c).

Table 3
Covariates retained in the final models for (a) abundance of groups and (b) group size for
each species or species combination including the maximum number of knots allowed in
each smooth function, the estimated degrees of freedom (approximately the number of
knots used in the model – 1), the probability of each covariate being included in the
model by chance (p) and the deviance explained by the model. Covariates include Depth
(m), Sea Surface Temperature (SST), Contour Index (CI), Distance to the 2000 m contour
(Dist2000), Latitude (Lat) and Longitude (Lon).

Covariate Max. knots
allowed

Estimated d
of f

p Deviance
explained

(a) Abundance of groups
Sperm whale

Depth 6 4.98 «0.001 33.8%
SST 6 4.86 «0.001
CI 6 4.93 «0.001

Beaked whales
Depth 6 4.97 «0.001 30.6%
Lat 6 4.98 «0.001
Dist2000 5 3.95 «0.001
Lon 5 3.99 «0.001

Long-finned pilot whale
Depth 5 3.92 «0.001 32.0%
Dist2000 4 2.95 «0.001
Lat 5 3.99 «0.001

(b) Group size
Sperm whale

SST 10 1 0.003 19.8%
Depth 10 2.34 0.064

Beaked whales
Depth:CI 20 4.71 0.762 26.8%
Lat 8 3.89 0.449

Long-finned pilot whale
Depth 5 1.83 0.081 27.5%
CI 5 2.30 0.007

E. Rogan et al. Deep–Sea Research Part II 141 (2017) 8–19

13



Fig. 3. Surface maps of smoothed predicted abundance (numbers/km2) of a) sperm whales, b) pilot whales and c) beaked whales.
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4. Discussion

4.1. Abundance estimates

Surveys designed to achieve equal coverage probability will, if
executed correctly, provide design- based unbiased estimates of
abundance, the precision of which primarily depends on the number
of sightings and the distribution of encounter rate among transects but
also on the fit of the detection function and the distribution of group
sizes. Model-based estimates of abundance depend on the validity of
the model and are therefore not necessarily unbiased. However, they
have the potential to improve precision if the model covariates explain
variability in the data (Redfern et al., 2008; Cañadas and Hammond,
2008; Hammond, 2010) and these models have the advantage of
providing additional information on species-habitat relationships.

To derive abundance estimates for deep diving species, we used
data from three different surveys, which used the same data collection
methodology to ensure consistency across the entire surveyed region.
Although the SCANS-II survey occurred two years prior to the CODA
and T-NASS surveys, 90% of the sightings of deep diving species were
made during the 2007 offshore surveys. In addition, there is no reason
to believe that any directional shift occurred in distribution and
abundance during the period between surveys. The effect of any
random changes in distribution does not cause bias but may increase
the variance of the abundance estimates, so-called additional variance
or “process error” - see, for example, the Norwegian six year cycle of
“mosaic” surveys to estimate minke whale abundance in the North-East
Atlantic (Solvang et al., 2015). Thus, our estimates of abundance
should be unbiased but the variance could be underestimated.

Our design-based and model-based abundance estimates for sperm
whales were very similar but the design-based estimate was slightly
more precise. For some large whale species, uncertainty in species
identification can be an issue, especially if blows are the main cue. We
attempted to address this in the analysis, by including a proportion of
large whales not identified to species level. As a result, the adjusted
design-based estimate is twice as large.

Gunnlaugsson et al. (2009) derived an estimate for sperm whales,
corrected for availability bias, from NASS 2001 data of 11 185 (CV =
0.34) animals for the central North Atlantic including the area around
the Faroe Islands. The availability bias was estimated as 0.71, while the
uncorrected sperm whale abundance estimate was about 7900 indivi-
duals. Data from Norwegian surveys covering the northeastern North
Atlantic obtained a figure (uncorrected for availability bias) of 6375
(CV = 0.22) sperm whales (Øien, 2009). These estimates give un-
corrected densities of 0.0035 and 0.0020 sperm whales/km2 for the
central and eastern North Atlantic, respectively. Our uncorrected
estimates of 3267–7035 animals represent a comparable density of
0.0021–0.0044 whales/km2. There is little overlap in these surveyed
areas and summing the uncorrected estimates gives a conservative
figure of around 20000 sperm whales in the central and eastern North
Atlantic. Applying the Gunnlaugsson et al. (2009) value of availability
bias, would give an estimate close to 30000 whales.

For pilot whales, the model-based estimate of abundance was
considerably more precise but 11% smaller than the design-based
estimate. Buckland et al. (1993) estimated a total of 778 000 (CV =
0.295) pilot whales in 1989, in a large area (~4.4 million km2) of the
central and eastern North Atlantic, including the offshore waters of our
study area. Our model-based estimate, which (unlike the 1989 esti-
mate) accounts for animals missed on the transect line, is 152 071 (CV
= 0.25). Comparison of these estimates is limited by methodological
differences, but despite the apparently large difference, they are not
inconsistent if differences in area covered are taken into account.

Using a common detection function for all beaked whales combined
together with species-specific encounter rates allowed design-based
estimates to be derived for each species even though there were small
numbers of sightings. These small numbers of observations meant that

it was only possible to develop models for all beaked whale species
combined. For all beaked whales combined (including those unidenti-
fied to species), the model-based estimate was practically identical to
the design-based estimate, but slightly more precise.

Information from strandings programmes (e.g. Berrow and Rogan,
1997) and opportunistic sightings surveys in the North-East Atlantic
suggest that three additional beaked whale species occur in this area:
True's beaked whale (M. mirus), Gervais’ beaked whale (M. europeaus)
and Blainville's beaked whale (M. densirostris). There were no positive
identifications of these species during the surveys but distinguishing
species within the genus Mesoplodon can be difficult (Reeves et al.,
2002) and therefore it is possible that some of our unidentified beaked
whale sightings included sightings of these species. If this was the case,
the adjustment for a proportion of unidentified beaked whale abun-
dance could have caused an over-estimation of Cuvier's and Sowerby's
beaked whale and northern bottlenose whale abundance. However,
because both sightings and stranding records of these additional
species are rare, it is likely that they would not represent a large
proportion of the unidentified beaked whale category.

An alternative methodology that has been successfully implemented
for sperm whales is the use of towed hydrophones to record echoloca-
tion clicks (sperm whales click almost continuously, during deep dives
therefore effectively eliminating availability bias) and generate acous-
tic-based estimates of abundance (Barlow and Taylor, 2005; Lewis
et al., 2007). Beaked whales also echolocate (e.g. Johnson et al., 2004)
but estimating abundance using passive acoustic methods is consider-
ably more challenging for these species (Klinck et al., 2012). A
combined visual and acoustic approach may help refine abundance
estimations and better elucidate habitat use for these species.

4.2. Habitat modelling

Habitat modelling is a valuable tool that can help identify factors
structuring a species distribution, abundance and even behaviour, on a
wide range of temporal and spatial scales (Cañadas and Hammond,
2008; Redfern et al., 2008; Forney et al., 2015). Most studies use
physical and environmental variables to help predict distribution,
density or biodiversity (e.g. Ingram and Rogan 2002; Ballance et al.
2006; Ferguson et al. 2006; Barlow and Forney 2007; Skov et al., 2008;
Praca et al., 2009; Whitehead et al., 2010). Habitat modelling is also a
valuable tool for identifying areas of high density and can thus provide
the information needed for the development of spatially explicit
management strategies, which are particularly difficult to establish
for highly mobile marine megafauna species such as cetaceans (e.g.
Cañadas et al., 2005; Cañadas and Hammond, 2006; Redfern et al.,
2008; Embling et al., 2009; Hazen et al., 2011). Identifying habitat
requirements and habitat predictors for deep diving species can
support environmental risk assessments and can be incorporated into
a risk management framework (Azzellino et al., 2011; Brown et al.,
2013).

The environmental feature likely to have most influence on the
distribution and abundance of cetacean (and other) species is the
distribution and abundance of their prey (see, for example, Hátún
et al., 2009). However, obtaining prey distribution data at the spatial
and temporal resolution needed to make meaningful comparisons with
top predator distribution has proven challenging, with the exception of
some cetacean and bird species feeding on pelagic fish species (e.g.
Certain et al., 2011). Therefore, as with many other studies on habitat
use of marine organisms and specifically beaked whales (Ferguson
et al., 2006) and sperm whales (Skov et al., 2008), environmental
variables such as SST, fine-scale frontal and topographic features, and
depth are used as proxies of the actual driving forces for habitat
selection.

The scale at which many remotely sensed variables are available,
both spatially and temporally, can be highly variable (Becker et al.,
2016; Scales et al., 2017) and may influence the fine scale resolution of
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predictive models. In our study, the size of the grid cells was
determined by the scale at which data for some environmental
variables were available. Given that the overall area exceeds 3 million
km2 it is likely that fine scale habitat use has been overlooked. A more
in-depth examination of some “high use” areas in particular, may
elucidate such fine scale habitat use. Predicting species distributions
for management and conservation decisions can be tailored to suit a
range of decision making contexts (e.g. Guisan et al., 2013). Risk
assessments of anthropogenic threats are frequently carried out on
relatively large spatial scales, given the wide scale nature of some
threats, such as bycatch (e.g. Breen et al., 2016) and in the case of
noise, where the sphere of influence may be very large, using a slightly
coarser scale to predict habitat use may be sufficient to carry out a
preliminary risk assessment.

4.2.1. Sperm whales
Our results indicate that although sperm whales appear widely

distributed in offshore European Atlantic waters, the highest densities
were predicted to concentrate in the deep water areas off Galicia (NW
Spain) and in the southeastern part of the Bay of Biscay, an area which
includes the Santander Canyon, previously reported as being important
for the species (Kiszka et al., 2007). Surveys in the central and
northeastern North Atlantic have detected most sperm whales in deep
waters west and southwest of Iceland but found the highest densities
between Iceland and northern Norway in the Norwegian Sea
(Gunnlaugsson et al., 2009; Øien, 2009).

Female sperm whales and their calves remain in the warmer lower
latitudes, while so called “bachelor herds” and large bulls distribute
themselves further north when not breeding (Teloni et al., 2008). This
sexual segregation means that the animals encountered in our surveys
were likely males and that our results reflect male sperm whale
abundance and distribution.

4.2.2. Pilot whale
Although recorded in inshore waters and on the continental shelf,

the pilot whale is mostly considered an oceanic species. Results from
our study show that pilot whales are distributed throughout the study
area and that the steep slopes on both sides of the Rockall Trough are
important areas, along with an area further west on the Rockall
Plateau. Important areas highlighted in previous studies also include
the Rockall Trough (Ó Cadhla et al., 2001), the Faroe-Shetland channel
(C.D. MacLeod et al., 2003; K. Macleod et al., 2003) and the Bay of
Biscay (Kiszka et al., 2007). In NW Spain they are regularly sighted off
the shelf (López et al., 2003) although some individuals have also been
sighted from the coast (Pierce et al., 2010).

4.2.3. Beaked whales
Beaked whales have become the focus of much research because of

strandings associated with naval mid frequency sonar in parts of their
range (e.g. Frantzis, 1998; Jepson et al., 2003). As a taxonomic
grouping, new species are still being described (Dalebout et al., 2002)
and very little is known about habitat preferences, although work in
specific geographical areas has produced some insights into diving
behaviour (Tyack et al., 2006), feeding ecology (e.g. Santos et al., 2007;
Wenzel et al., 2013), and distribution (e.g. Azzellino et al. 2008;
Gannier, 2011). There is also evidence to suggest that Cuvier's beaked
whale and Mesoplodon spp. are declining in parts of their range
(Moore and Barlow, 2013).

Avoidance of beaked whale habitats could provide a means for
reducing the potential effects of mid-frequency sonars and geophysical
sound sources (Barlow and Gisnier, 2006; Fernandez et al., 2013). To
achieve this, accurate predictions of densities of sensitive species are
needed (Azzellino et al., 2011). Our maps of predicted distribution
highlight important areas in the north-western part of the surveyed
area, although it should be noted that sightings of individual species
showed very different distribution patterns. Northern bottlenose

whales had a predominantly northern distribution, primarily in the
Faroese T-NASS survey area. Sightings of Sowerby's beaked whale were
also predominantly in the northern part of the survey area; whereas
Cuvier's beaked whales were almost exclusively sighted in the southern
part.

Within the North-East Atlantic, the importance of the southern Bay
of Biscay, and in particular the Santander canyon, to Cuvier's beaked
whales has been previously highlighted (e.g. Kiszka et al., 2007) and is
consistent with the distribution reported here. Our model suggests that
the Rockall Trough margin is also an important area for beaked whales.
Both the Santander canyon area and the Rockall Trough margin could
be considered sensitive areas. More research focussed at a range of
spatial and temporal scales, and risk assessments for military sonar
and seismic exploration, is strongly recommended.

Northern bottlenose whales have previously been sighted in deeper
oceanic waters and are thought to occasionally use shelf areas and
coastal areas such as the Irish Sea (MacLeod et al., 2004, Rogan and
Hernandez-Milian, 2011), which may possibly be associated with prey
movement (Whitehead and Hooker, 2012). The high density of north-
ern bottlenose whales predicted in the Faroese T-NASS survey area,
and additional sightings further east on the north of the Rockall Trough
suggest that this is an important area for bottlenose whales in the
summer.

Most sightings of Sowerby's beaked whale occurred in the northern
part of the surveyed area. Sightings of this species have also been
reported in the Atlantic Frontier and the Faroes-Shetland Channel to
the west and North of Scotland (Pollock et al., 2000; C.D. MacLeod
et al., 2003; K. Macleod et al., 2003). Of the two predicted high use
areas for beaked whales to the NW of Ireland/Scotland; the eastern
cluster likely represents, or at least includes, Sowerby's beaked whales.

4.3. The deep diving cetacean community

The predicted distribution of these deep diving species suggests that
there is little spatial overlap in the high use areas among species, at
least in summer. Some overlap is apparent between sperm and beaked
whales off northern Spain but otherwise, the predicted concentrations
of animals are separated into fairly distinct non-overlapping areas.
Differences in habitat use among sperm whales and beaked whales
have been noted elsewhere (e.g. Tepsich et al., 2014).

Reasons for this separation may include differences in prey
preferences, prey availability, foraging specializations, prey capture
techniques and perhaps physiological constraints, such as diving
capabilities. Knowledge of the feeding ecology of sperm whales, beaked
whales and pilot whales (e.g. Santos et al. 2001, 2002, 2007; C.D.
MacLeod et al., 2003; K. Macleod et al., 2003; de Stephanis et al., 2008;
Fernandez et al., 2014) is based mainly on the analysis of stomach
contents of stranded individuals, and indicates that they feed pre-
dominately on oceanic cephalopod species. Resource partitioning has
been shown in deep water cetacean assemblages (e.g. C.D. MacLeod
et al., 2003; Whitehead et al., 2003; Spitz et al., 2011; Chouvelon et al.,
2012) and differences in prey capture techniques, including differences
in suction feeding capabilities and prey size selection (e.g. MacLeod
et al., 2006) may also explain differences in distribution.

Whatever the underlying drivers for habitat separation, our analysis
has provided the first large-scale abundance estimates of the deep
diving cetacean species in the North East Atlantic, and identified at
least three separate areas in this region where the summer density of
these species is high. Refinement of the environmental variables
available for modelling, together with future studies of deep diving
cetaceans, will help to improve our understanding of the ecology of
these species. Better information will also improve our ability to
identify areas of potential overlap with threatening industries to
establish conservation risk. Year round spatial density maps of
sensitive species can inform spatial planning and management of oil
and gas exploration, fishing, ship traffic, offshore renewable industry
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sites and military exercises, providing an invaluable tool to help
conservation of these species.

5. Conclusion

We present the most comprehensive and robust estimates of
abundance available for deep diving cetaceans in the North East
Atlantic, and describe a first examination of which features of the
environment most influence their distribution and abundance. Model
predictions have generated maps that give an unprecedented illustra-
tion of how sperm whales, pilot whales and beaked whales are
distributed in the North East Atlantic in summer. Our results will help
inform EU Member States reporting under the Habitats Directive and
the MSFD, and also the deliberations of international organisations
such as the IUCN, ICES and IWC. The lack of data from other seasons
precludes extending our inferences beyond summer but nevertheless
this information is an important addition to our knowledge of the
ecology of deep diving species that will inform future conservation
efforts.

Acknowledgements

This project would not have been possible without the help and
dedication of the many observers who participated in the surveys, and
the ships’ captains and crews. CODA was funded with contributions
from UK Department for Environment, Food & Rural Affairs; UK
Department for Trade & Industry; Irish Department of the
Environment, Heritage & Local Government; Irish Bord Iascaigh
Mhara and the Spanish Ministry of the Environment and Rural and
Marine Affairs via the Spanish Cetacean Society. Ship and personnel
time was contributed by the Instituto Español de Oceanografía, AZTI
Tecnalia, Marine Nationale France and University College, Cork.
SCANS-II was funded by the EU LIFE Nature programme under
Project LIFE04NAT/GB/000245 and by the governments of all range
states: Belgium, Denmark, France, Germany, Ireland, Netherlands,
Norway, Poland, Portugal, Spain, Sweden and UK. The survey in the
Faroese block of T-NASS was funded by the Faroese government. We
would like to thank Trish Breen for help in preparing Fig. 1 and two
anonymous reviewers and the associate editor for their insightful
comments, which helped improve the manuscript.

Appendix A. Supporting information

Supplementary data associated with this article can be found in the
online version at doi:10.1016/j.dsr2.2017.03.015.

References

Aguilar Soto, N., Johnson, M., Madsen, P.T., Tyack, P.L., Bocconcelli, A., Borsani, J.F.,
2006. Does intense ship noise disrupt foraging in deep-diving Cuvier's beaked whales
(Ziphius cavirostris)? Mar. Mamm. Sci 22, 690–699.

Annoymous, 2007. Guidance Document on the Protection of Animal Species of
Community Interest Under the Habitats Directive 92/43/EEC.

Azzellino, A., Lanfredi, C., D’Amico, A., Pavan, G., Podesta, M., Haun, J., 2011. Risk
mapping for sensitive species to underwater anthropogenic sound emissions: model
development and validation in two Mediterranean areas. Mar. Pollut. Bull. 63,
56–70.

Ballance, L., Pitman, R., Fiedler, P., 2006. Oceanographic influences on seabirds and
cetaceans of the eastern tropical Pacific: a review. Prog. Oceanogr. 69, 360–390.

Barlow, J., Taylor, B.L., 2005. Estimates of sperm whale abundance in the northeastern
temperate Pacific from a combined acoustic and visual survey. Mar. Mammal. Sci. 21
(3), 429–445.

Barlow, J., Gisnier, R., 2006. Mitigating, monitoring and assessing the effects of
anthropogenicsound on beaked whales. J. Cetacean Res. Manag. 7 (3), 239–249.

Barlow, J., Forney, K.A., 2007. Abundance and population density of cetaceans in the
California Current ecosystem. Fish. Bull. 105 (2007), 509–526.

Becker, E.A., Forney, K.A., Fiedler, P.C., Barlow, J., Chivers, S.J., Edwards, C.A., Moore,
A.M., Redfern, J.V., 2016. Moving towards dynamic ocean management: how well do
modeled ocean products predict species distributions? Remote Sens. 8, 149. http://
dx.doi.org/10.3390/rs8020149.

Berrow, S.D., Rogan, E., 1997. Cetaceans stranded on the Irish coast, 1901–1995.

Mammal. Rev. 27 (1), 51–76.
Bode, A., Alvarez-Ossorio, M.T., Cabanas, J.M., Varela, M., 2009. Recent trends in

plankton and upwelling intensity off Galicia (NW Spain). Progress. Oceanogr. 83,
342–350.

Breen, P., Brown, S., Reid, D., Rogan, E., 2016. Modelling cetacean distribution and
mapping overlap with fisheries in the northeast Atlantic. Ocean Coast. Manag. 134,
140–149.

Brown, S.L., Reid, D., Rogan, E., 2013. A risk-based approach to rapidly screen
vulnerability of cetaceans to impacts from fisheries bycatch. Biol. Cons. 168, 78–87.

Buckland, S.T., Bloch, D., Cattanach, K.L., Gunnlaughsson, T., Hoydal, K., Lens, S.,
Sigurojónsson, J., 1993. Distribution and abundance of long-finned pilot whales in
the North Atlantic, estimated from NASS-87 and NASS-89 data. Rep. Int. Whal.
Comm. (Special Issue 14), 33–68.

Buckland, S.T., Anderson, D.R., Burnham, K.P., Laake, J.L., Borchers, D.L., Thomas, L.,
2001. Introduction to Distance Sampling: Estimating Abundance of Biological
Populations. Oxford University Press, Oxford.

Ó Cadhla, O., Burt, M.L., Borchers, D.L., Rogan, E., 2001. Summer distribution &
abundance of cetaceans in western Irish waters and the Rockall Trough. Paper O 17,
Submitted to the International Whaling Commission meeting, London, July 2001.

Cañadas, A., Hammond, P.S., 2006. Model-based abundance estimates for bottlenose
dolphins off southern Spain: implications for conservation and management. J.
Cetacean Res. Manag. 8 (1), 13–27.

Cañadas, A., Hammond, P.S., 2008. Abundance and habitat preferences of the short-
beaked common dolphin (Delphinus delphis) in the South-western Mediterranean:
implications for conservation. Endanger. Species Res. 4, 309–331.

Cañadas, A., Sagarminaga, R., de Stephanis, R., Urquiola, E., Hammond, P.S., 2005.
Habitat selection modelling as a conservation tool: proposals for Marine Protected
Areas for cetaceans in southern Spain. Aquat. Conserv.: Mar. Freshw. Ecosyst. 15,
495–521.

Certain, G., Masse, J., Van Canneyt, O., Petitgas, P., Doremus, G., Santos, M.B., Ridoux,
V., 2011. Investigating the coupling between small pelagic fish and marine top
predators using data collected from ecosystem-based surveys. Mar. Ecol. Prog. Ser.
422 (2011), 23–39.

Chouvelon, T., Spitz, J., Caurent, F., Mèndez-Fernandez, P., Chappuis, A., Laugier, F.,
LeGoff, E., Bustamante, P., 2012. Revisiting the use of N in meso-scale studies of
marine food webs by considering spatio-temporal variations in stable isotope
signatures – The case of an open ecosystem: the Bay of Biscay (North-East Atlantic).
Prog. Oceanogr. 101, 92–105.

CODA, 2009. Cetacean Offshore Distribution and Abundance in the European Atlantic.
Available from 〈http://biology.st-andrews.ac.uk/coda/〉.

R Core Team, 2015. R: A Language and Environment for Statistical Computing. R
Foundation for Statistical Computing, Vienna, Austria〈http://www.R-project.org/〉.

Cox, T.M., Ragen, T.J., Read, A.J., Vos, E., Baird, R., Balcomb, K., Barlow, J., Caldwell, J.,
Cranford, T., Crum, L., D’Amico, A., Spain, G., Fernandez, A., Finneran, J., Gentry,
R., Gerth, W., Gulland, F., Hildebrand, J., Houser, D., Jepson, P., Ketten, D.,
Macleod, C., Miller, P., Moore, S., Mountain, D., Palka, D., Ponganis, P., Rommel, S.,
Rowles, T., Taylor, B., Tyack, P., Wartzok, D., Gisiner, R., Mead, J., Benner, L., 2006.
Understanding the impacts of anthropogenic sound on beaked whales. J. Cetacean
Res. Manag. 7, 177–187.

Dalebout, M., Mead, J.G., Baker, C.S., vanHelden, A.L., 2002. A new species of beaked
whale Mesoplodon perrini sp. N. (Cetacea: ziphiidae) discovered through
phylogenetic analyses of mitochondrial DNA sequences. Mar. Mamm. Sci. 18 (3),
577–608.

Embling, C., Gillibrand, P., Gordon, J., Shrimpton, J., 2009. Using habitat models to
identify suitable sites for marine protected areas for harbour porpoises (Phocoena
phocoena). Biol. Conserv. 143, 267–279.

Ferguson, M.C., Barlow, J., Reilly, S.B., Gerrodette, T., 2006. Predicting Cuvier's (Ziphius
cavirostris) and Mesoplodon beaked whale population density from habitat
characteristics in the eastern tropical Pacific Ocean. J. Cetacean Res. Manag. 7,
287–299.

Fernández, A., Edwards, J.F., Rodríguea, F., Espinosa de los Monteros, A., Harráez, P.,
Castro, P., Jaber, J.R., Arbelo, M.M., 2005. ‘‘Gas and fat embolic syndrome’’
involving a mass stranding of Beaked whales (family Ziphiidae) exposed to
anthropogenic sonar signals. Vet. Pathol. 42, 446–457.

Fernández, A., Arbelo, M., Martin, V., 2013. Whales: no mass strandings since sonar ban.
Nature 497, 315.

Fernández, R., Pierce, G.J., MacLeod, C.C., Brownlow, A., Reid, R.J., Rogan, E., Addnik,
M., Deaville, R., Jepson, P.D., Santos, M.B., 2014. Strandings of northern bottlenose
whales Hyperoodon ampullatus, in the north-east Atlantic: seasonality and diet.
JMBA 94 (6), 1109–1116.

Fielding, R., 2010. Environmental change as a threat to the pilot whale hunt in the Faroe
Islands. Polar Res. 29, 340–348.

Forney, K.A., Becker, E.A., Foley, D.G., Barlow, J., Oleson, E.M., 2015. Habitat-based
models of cetacean density and distribution in the central North Pacific. Endang.
Species Res. 27, 1–20.

Frantzis, A., 1998. Does acoustic testing strand whales? Nature 392 (6671), 29.
Gannier, A., 2011. Using existing data and focused surveys to highlight Cuvier's beaked

whales favourable areas: a case study in the central Tyrrhenian Sea. Mar. Poll. Bull.
63, 10–17.

Guisan, A., Tingley, R., Baumgartner, J.B., Naujokaitis-Lewis, I., Sutcliffe, P.R., Tulloch,
A.I.T., Regan, T.J., Brotons, L., McDonald-Madden, E., Mantyka-Pringle, C., Marin,
T.G., Rhodes, J.R., Maggini, R., Setterfield, S.A., Elith, J., Schwartz, M.W., Wintle,
B.A., Broennimann, O., Austin, M., Ferrier, S., Kearney, M.R., Possingham, H.P.,
Buckley, Y.M., 2013. Predicting species distributions for conservation decisions.
Ecol. Lett. 16, 1424–1435.

Gunnlaugsson, Th, Vikingsson, G.A., Pike, D.G., 2009. Combined line-transect and cue-

E. Rogan et al. Deep–Sea Research Part II 141 (2017) 8–19

17

http://dx.doi.org/10.1016/j.dsr2.2017.03.015
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref1
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref1
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref1
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref2
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref2
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref2
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref2
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref3
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref3
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref4
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref4
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref4
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref5
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref5
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref6
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref6
http://dx.doi.org/10.3390/rs8020149
http://dx.doi.org/10.3390/rs8020149
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref8
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref8
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref9
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref9
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref9
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref10
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref10
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref10
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref11
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref11
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref12
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref12
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref12
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref12
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref13
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref13
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref13
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref14
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref14
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref14
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref15
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref15
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref15
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref16
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref16
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref16
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref16
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref17
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref17
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref17
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref17
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref18
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref18
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref18
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref18
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref18
http://biology.st-andrews.ac.uk/coda/
http://www.R-project.org/
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref20
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref21
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref21
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref21
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref21
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref22
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref22
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref22
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref23
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref23
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref23
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref23
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref24
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref24
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref24
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref24
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref25
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref25
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref26
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref26
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref26
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref26
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref27
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref27
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref28
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref28
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref28
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref29
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref30
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref30
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref30
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref31
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref31
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref31
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref31
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref31
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref31
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref32


count estimate of sperm whale abundance in the North Atlantic, from Icelandic
NASS-2001 shipboard survey. In: Lockyer, C., Pike, D. (Eds.), North Atlantic
Sightings Surveys: counting whales in the North Atlantic 1987-2001 7. NAMMCO
Scientific Publications, 73–80.

Hammond, P.S., 2010. Estimating the abundance of marine mammals. (pp 42-67)In:
Boyd, I.L., Bowen, W.D., Iverson, S. (Eds.), Marine Mammal Ecology and
Conservation: A Handbook of Techniques. Oxford University Press, Oxford, 42–67.

Hammond, P.S., Berggren, P., Benke, H., Borchers, D.L., Collet, A., Heide-Jørgensen,
Heimlich, S., Hiby, L., Leopold, M., Øien, N., 2002. Abundance of harbour porpoise
and other cetaceans in the North Sea and adjacent waters. J. Appl. Ecol. 39,
361–376.

Hammond, P.S., Macleod, K., Berggren, P., Borchers, D.L., Burt, L., Cañadas, A.,
Desportes, G., Donovan, G.P., Giles, A., Gillespie, D., Gordon, J., Hiby, L., Kuklik, I.,
Leaper, R., Lehnert, K., Leopold, M., Lovell, P., Øien, N., Paxton, C.G.M., Ridoux, V.,
Rogan, E., Samarra, F., Scheidat, M., Sequeira, M., Siebert, U., Skov, H., Swift, R.,
Tasker, M.L., Teilmann, J., VanCanneyt, O., Vasquez, J.A., 2013. Cetacean
abundance and distribution in European Atlantic shelf waters to inform conservation
and management. Biol. Conserv. 164, 107–122.

Hátún, H., Payne, M.R., Beaugrand, G., Reid, P.C., Sand, A.B., Drange, H., Hansen, B.,
Jacobsen, J.A., Bloch, D., 2009. Large bio-geographical shifts in the north-eastern
Atlantic Ocean: from the subpolar gyre, via plankton, to blue whiting and pilot
whales. Prog. Oceanogr. 80, 149–162.

Hazen, E.L., Nowacek, D.P., St. Laurent, L., Halpin, P., Moretti, D.J., 2011. The
relationship among oceanography, prey fields, and beaked whale foraging habitat in
the Tongue of the Ocean. PLoS One 6(4): e19269. doi:http://dx.doi.org/10.1371/
journal.pone.0019269.

Hoydal, K., Lastein, L., 1993. Analysis of Faroese catches of pilot whales (Globicephala
melas), in relation to environmental conditions. In: Donovan, G.P., Lockyer, C.H. &
Martin, A.R. (Eds). Biology of Northern Hemisphere pilot whales. Rep. int. Whal.
Commn (Special Issue 12), pp. 89–106.

Ingram, S.N., Rogan, E., 2002. Identifying critical habitat areas and habitat preferences
of bottlenose dolphins (Tursiops truncatus). Mar. Ecol. Prog. Ser. 244, 247–255.

IUCN, 2010. IUCN Red List of Threatened Species. 2010. 4 ed.
Jensen, F.H., Bejder, L., Wahlberg, M., Aguilar Soto, N., Johnson, M., Madsen, P.T.,

2009. Vessel noise effects on delphinid communication. Mar. Ecol. Prog. Ser. 395,
161–175.

Jepson, P.D., Arbelo, M., Deaville, R., Patterson, I.A.P., Castro, P., Baker, J.R., Degollada,
E., Ross, H.M., Herráez, P., Pocknell, A.M., Rodriquez, F., Howie, E., Espinosa, A.,
Reid, R.J., Jaber, J.R., Marin, V., Cunningham, A.A., Fernández, A., 2003. Gas
bubble lesions in stranded cetaceans. Nature 425, 575–576.

Johnson, M., Madsen, P.T., Zimmer, W.M.X., Aguilar Soto, N., Tyack, P.L., 2004. Beaked
whales echolocate on prey. Proc. R. Soc. Lond. B 271, 383–386.

Johnson, M., Madsen, P.T., Zimmer, W.M.X., Aguilar Soto, N., Tyack, P.L., 2006.
Foraging Blainville's beaked whales (Mesoplodon densirostris) produce distinct click
types matched to different phases of echolocation. J. Exp. Biol. 209, 5038–5050.

Kiszka, J., Macleod, K., Van Canneyt, O., Walker, D., Ridoux, V., 2007. Distribution,
encounter rates, and habitat characteristics of toothed cetaceans in the Bay of Biscay
and adjacent waters from platform-of-opportunity data. ICES J. Mar. Sci. 64,
1033–1043.

Klinck, H., Mellinger, D.K., Klinck, K., Bogue, N.M., Luby, J.C., Jump, W.A., Shilling,
G.B., Litchendorf, T., Wood, A.S., Schorr, G.S., Baird, R., 2012. Near-Real-Time
Acoustic Monitoring of Beaked Whales and Other Cetaceans Using a SeagliderTM.
PLoS One 7 (5), e36128. http://dx.doi.org/10.1371/journal.pone.0036128.

Laake, J.L., Borchers, D.L., 2004. Methods for incomplete detection at distance zero. In:
Buckland, S.T., Anderson, D.R., Burnham, K.P., Laake, J.L., Borchers, D.L., Thomas,
L. (Eds.), Advanced Distance Sampling: Estimating Abundance of Biological
Populations. Oxford University Press.

Lewis, T., Gillespie, D., Lacey, C., Matthews, J., Danbolt, M., Leaper, R., McLanaghan, R.,
Moscrop, A., 2007. Sperm whale abundance estimates from acoustic surveys of the
Ionian Sea and Straits of Sicily in 2003. J. Mar. Biol. Assoc. UK 87 (1), 353–357.

Lockyer, C., Pike, D., 2007. North Atlantic Sightings Surveys: Counting whales in the
North Atlantic Vol. 7. NAMMCO Scientific Publications.

López, A., Pierce, G.J., Santos, M.B., Gracia, J., Guerra, A., 2003. Fishery by-catches of
marine mammals in Galician waters: results from on-board observations and an
interview survey of fishermen. Biol. Conserv. 111, 25–40.

Macleod, K., Simmonds, M.P., Murray, O.E., 2003. Summer distribution and relative
abundance of cetacean populations off north-west Scotland. J. Mar. Biol. Assoc. UK
83, 1187–1192.

MacLeod, C.D., Santos, M.B., Pierce, G.J., 2003. Review of data on diets of beaked
whales: evidence of niche separation and geographic segregation. J. Mar. Biol. Assoc.
UK 83, 651–665.

MacLeod, C.D., Pierce, G.J., Santos, M.B., 2004. Geographic and temporal variations in
strandings of beaked whales (Ziphiidae) on the coasts of the UK and the Republic of
Ireland from 1800–2002. J. Cetacean Res. Manag. 6, 79–86.

MacLeod, C.D., Santos, M.B., López, A., Pierce, G.J., 2006. Relative prey size
consumption in toothed whales: implications for prey selection and level of
specialisation. Mar. Ecol. Prog. Ser. 326, 295–307.

Mannocci, L., Catalogna, M., Dorémus, G., Laran, S., Lehodey, P., Massart, W.,
Monestiez, P., VanCanneyt, O., Watremez, P., Ridoux, V., 2014. Prog. Oceanogr. 120,
383–398.

Marzocchi, A., Hirschi, J.J.-M., Holliday, N.P., Cunningham, S.A., Blaker, A.T., Coward,
A.C., 2015. The North Atlantic subpolar circulation in an eddy-resolving global ocean
model. J. Mar. Syst. 142, 126–143.

Miller, P., Kvadsheim, P.H., Lam, F.P.A., Tyack, P.L., Cúre, C., DeRuiter, S.L., Kleivane,
L., Sivle, L.D., vanIJsselmuide, S.P., Visser, F., Wensveen, P.J., von Benda-
Beckmann, A.M., Martín-Lopez, L.M., Narazaki, T., Hooker, S.K., 2015. First

indications that northern bottlenose whales are sensitive to behavioural disturbance
from anthropogenic noise. R. Soc. Open Sci. 2 (140484).

Moore, J.E., Barlow, J.P., 2013. Declining abundance of beaked whales (Family
Ziphiidae) in the Californian Current Large Marine Ecosystem. PLoS One 8 (1),
e52770. http://dx.doi.org/10.1371/journal.pone.0052770.

Nowacek, D.P., Thorne, L.H., Johnston, D.W., Tyack, P.L., 2007. Responses of cetaceans
to anthropogenic noise. Mammal. Rev. 37, 81–115.

Nowacek, D.P., Clark, C.W., Mann, D., Miller, P.J.O., Rosenbaum, H.C., Golden, J.S.,
Jasny, M., Kraska, J., Southall, B.L., 2015. Marine seismic surveys and ocean noise:
time for coordinated and prudent planning. Front. Ecol. Environ. 13 (7), 378–386.

Øien, N., 2009. Distribution and abundance of large whales in Norwegian and adjacent
waters based on ship surveys 1995–2001. In: North Atlantic Sightings Surveys:
counting whales in the North Atlantic 1987-2001 7. NAMMCO Scientific
Publications, Tromso, 73–80.

Pierce, G.J., Caldas, M., Cedeira, J., Santos, M.B., Llavona, A., Covelo, O., Martinez, G.,
Torres, J., Sacua, M., López, A., 2010. Trends in cetacean sightings along the
Galician coast, north-western Spain, 2003–2007, and inferences about cetacean
habitat preferences. J. Mar. Biol. Assoc. UK 90, 1547–1560.

Pike, D.G., Gunnlaugsson, T., Vikingsson G.A., Mikkelsen, B., 2008. Estimates of the
abundance of fin whales (Balaenoptera physalus) from the T-NASS Icelandic and
Faroese ship surveys conducted in 2007. Paper SC/60/PFI13 presented to the IWC
Scientific Committee, 16pp.

Pingree, R.D., Garcia-Soto, C., 2014. Plankton blooms, ocean circulation and the
European slope current: response to weather and climate in the Bay of Biscay and W
English Channel (NE Atlantic). Deep-Sea Res. Part II 106, 5–22.

Pollock, C.M., Mavor, R., Weir, C., Reid, A., White, R.W., Tasker, M.L., Webb, A., Reid,
J.B., 2000. The distribution of seabirds and marine mammals in the Atlantic
Frontier, north and west of Scotland. JNCC, 92.

Praca, E., Gannier, A., Das, K., Laran, S., 2009. Modelling the habitat suitability of
cetaceans: example of the sperm whale in the northwestern Mediterranean Sea.
Deep-Sea Res. Part I 56, 648–657.

Raine, R., O'Mahony, J., McMahon, T., Roden, C., 1990. Hydrography and
phytoplankton of waters off south-west Ireland. Estuar. Coast. Shelf Sci. 30,
579–592.

Read, A.J., Drinker, P., Northridge, S.P., 2006. Bycatch of marine mammals in U.S. and
global fisheries. Cons. Biol. 20, 163–169.

Redfern, J., Barlow, J., Ballance, L., Gerrodette, T., Becker, E., 2008. Absence of scale
dependence in dolphin-habitat models for the eastern tropical Pacific Ocean. Mar.
Ecol. Prog. Ser. 363, 1–14.

Reeves, R.R., Stewart, B.S., Clapham, P.J., Powell, J.A., 2002. Guide to Marine Mammals
of the World. National AudobonSociety/Alfred A. Knopf, Inc, New York, 528.

Rogan, E., Hernandez-Milian G., 2011. Preliminary analysis of beaked whale strandings
in Ireland: 1800−2009. Paper presented to the IWC Scientific Committee, May 2011
SC/63/SM19. IWC, Cambridge.

Santos, M.B., Pierce, G.J., Herman, J., Lopez, A., Guerra, A., Mente, E., Clarke, M.R.,
2001. Feeding ecology of Cuvier's beaked whale (Ziphius cavirostris): a review with
new information on the diet of this species. J. Mar. Biol. Assoc. UK 81, 687–694.

Santos, M.B., Pierce, G.J., Garcıa-Hartmann, M., Smeenk, C., Addink, M.J., Kuiken, T.,
Reid, R.J., Patterson, I.A.P., Lordan, C., Rogan, E., Mente, E., 2002. Additional notes
on stomach contents of sperm whales Physeter macrocephalus stranded in the north-
east Atlantic. J. Mar. Biol. Assoc. UK 82, 501–507.

Santos, M.B., Martin, V., Arbelo, M., Fernández, A., Pierce, G.J., 2007. Insights into the
diet of beaked whales from the atypical mass stranding in the Canary Islands in
September 2002. J. Mar. Biol. Assoc. UK 87, 243–252.

Scales, K.L., Hazen, E.L., Jacox, M.G., Edwards, C.A., Boustany, A.M., Oliver, M.J.,
Bograd, S.J., 2017. Scale of inference: on the sensitivity of habitat models for wide-
ranging predators to the resolution of environmental data. Ecography 40, 210–220.

SCANS-II, 2008. Small Cetaceans in the European Atlantic and North Sea. Final Report
to the European Commission under project LIFE04NAT/GB/000245. Available from
〈http://biology.st-andrews.ac.uk/scans2/〉.

Simmonds, M.P., Lopez-Jurado, L.F., 1991. Whales and the military. Nature 351, 448.
Skov, H., Gunnlaugsson, T., Budgell, W.P., Horne, J., Nottestad, L., Olsen, E., Soiland,

H., Víkingsson, G., Waring, G., 2008. Small-scale spatial variability of sperm and sei
whales in relation to oceanographic and topographic features along the Mid-Atlantic
Ridge. Deep Sea Res. Part II 55, 254–268.

Solvang, H.K., Skaug, H.J., Oien, N.I., 2015. Abundance estimates of common minke
whales in the Northeast Atlantic based on survey data collected over the period 2008-
2013. Paper SC/66a/RMP8 presented to the Scientific Committee of the
International Whaling Commission.

Spitz, J., Cherel, Y., Bertin, S., Kiszka, J., Dewez, A., Ridoux, V., 2011. Prey preferences
among the community of deep-diving odontocetes from the Bay of Biscay, Northeast
Atlantic. Deep-Sea Res. Part I 58 58, 273–282.

de Stephanis, R., Garcia-Tiscar, S., Verborgh, P., Esteban-Pavo, E., Minvielle-Sébastia, L.,
Guinet, C., 2008. Diet of the social groups of long-finned pilot whales (Globicephala
melas) in the Strait of Gibraltar. Mar. Biol. 154, 603–612.

Teloni, V., Johnson, P.M., Miller, J.O.P., Madsen, T.P., 2008. Shallow food for deep
divers: dynamic foraging behaviour of male sperm whales in a high latitude habitat.
J. Exp. Mar. Biol. Ecol. 354, 119–131.

Tepsich, P., Rosso, M., Halpin, P.N., Moulins, A., 2014. Habitat preferences in two deep-
diving cetacean species in the northern Ligurian Sea. Mar. Ecol. Prog. Ser. 508,
247–260.

Thomas, L.T., Buckland, S.T., Rexstad, E.A., Laake, J.L., Strindberg, S., Hendley, S.L.,
Bishop, J.R.B., Marques, T.A., Burnham, K.P., 2010. Distance software: design and
analysis of distance sampling surveys for estimating population size. J. Appl. Ecol.
47, 5–14.

Tyack, P.L., 2008. Implications for marine mammals of largescale changes in the marine

E. Rogan et al. Deep–Sea Research Part II 141 (2017) 8–19

18

http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref32
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref32
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref32
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref32
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref33
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref33
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref33
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref34
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref34
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref34
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref34
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref35
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref36
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref36
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref36
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref36
http://dx.doi.org/10.1371/journal.pone.0019269
http://dx.doi.org/10.1371/journal.pone.0019269
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref37
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref37
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref38
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref38
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref38
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref39
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref39
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref39
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref39
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref40
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref40
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref41
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref41
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref41
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref42
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref42
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref42
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref42
http://dx.doi.org/10.1371/journal.pone.0036128
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref44
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref44
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref44
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref44
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref45
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref45
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref45
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref46
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref46
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref47
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref47
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref47
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref48
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref48
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref48
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref49
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref49
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref49
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref50
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref50
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref50
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref51
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref51
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref51
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref52
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref52
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref52
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref53
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref53
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref53
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref54
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref54
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref54
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref54
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref54
http://dx.doi.org/10.1371/journal.pone.0052770
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref56
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref56
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref57
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref57
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref57
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref58
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref58
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref58
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref58
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref59
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref59
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref59
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref59
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref60
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref60
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref60
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref61
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref61
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref61
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref62
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref62
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref62
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref63
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref63
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref63
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref64
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref64
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref65
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref65
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref65
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref66
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref66
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref67
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref67
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref67
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref68
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref68
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref68
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref68
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref69
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref69
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref69
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref70
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref70
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref70
http://biology.st-andrews.ac.uk/scans2/
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref71
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref72
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref72
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref72
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref72
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref73
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref73
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref73
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref74
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref74
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref74
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref75
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref75
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref75
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref76
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref76
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref76
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref77
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref77
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref77
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref77
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref78


acoustic environment. J Mammal. 89, 549–558.
Tyack, P.L., Johnson, M., Aguilar Soto, N., Sturlese, A., Madson, P.T., 2006. Extreme

diving behaviour of beaked whale species known to strand in conjunction with use of
military sonars. J. Exp. Biol. 209, 4238–4253.

Tyack, P.L., Zimmer, W.M.X., Moretti, D., Southall, B.L., Claridge, D.E., Durban, J.W.,
Clark, C.W., D’Amico, A., DiMarzio, N., Jarvis, S., McCarthy, E., Morrissey, R., Ward,
J., Boyd, I.L., 2011. Beaked Whales Respond to Simulated and Actual Navy Sonar.
PLoS One 6, 3.

Wade, P.R., 1998. Calculating limits to the allowable human caused mortality of
pinnipeds and cetaceans. Mar. Mamm. Sci 14 (1), 1–37.

Wenzel, F.W., Polloni, P.T., Craddock, J.E., Gannon, D.P., Nicolas, J.R., Read, A.J.,
Rosel, P.E., 2013. Food habits of Sowerby's beaked whales (Mesoplodon bidens)
taken in the pelagic drift net gillnet fishery of the western North Atlantic. Fish. Bull.
111 (4), 381–389.

Whitehead, H., 2002. Estimates of the current global population size and historical
trajectory for sperm whales. Mar. Ecol. Prog. Ser. 249, 295–304.

Whitehead, H., 2003. Sperm Whales: Social Evolution in the Ocean. University of
Chicago Press, Chicago, IL.

Whitehead, H., Hooker, S.K., 2012. Uncertain status of the northern bottlenose whale
Hyperoodon ampullatus: population fragmentation, legacy of whaling and current
threats. Endanger. Species Res. 19, 47–61.

Whitehead, H., MacLeod, C.D., Rodhouse, P., 2003. Differences in niche breadth among
some teuthivorous mesopelagic marine mammals. Mar. Mamm. Sci. 19, 400–406.

Whitehead, H., O’Brien, K., Worm, B., 2010. Diversity of deep water cetaceans and
primary productivity. Mar. Ecol. Prog. Ser. 408, 1–5.

Wood, S.N., 2006. Generalized Additive Models: An Introduction with R. Chapman &
Hall/CRC, Boca Raton, FL, USA.

E. Rogan et al. Deep–Sea Research Part II 141 (2017) 8–19

19

http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref78
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref79
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref79
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref79
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref80
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref80
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref80
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref80
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref81
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref81
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref82
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref82
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref82
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref82
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref83
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref83
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref84
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref84
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref85
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref85
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref85
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref86
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref86
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref87
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref87
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref88
http://refhub.elsevier.com/S0967-0645(17)30091-7/sbref88

	Distribution, abundance and habitat use of deep diving cetaceans in the North-East Atlantic
	Introduction
	Methods
	Study area &#x2009;&amp;&#x2009; survey data
	Data processing
	Analytical methods
	Estimation of detection functions
	Estimating design-based abundance
	Estimating model-based abundance
	Environmental data
	Abundance of groups
	Group size

	Estimating model-based abundance and uncertainty

	Results
	Sperm whales
	Pilot whales
	Beaked whales

	Discussion
	Abundance estimates
	Habitat modelling
	Sperm whales
	Pilot whale
	Beaked whales

	The deep diving cetacean community

	Conclusion
	Acknowledgements
	Supporting information
	References




