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Measuring abnormal movements in free-swimming fish
with accelerometers: implications for quantifying tag and
parasite load
Franziska Broell*, Celene Burnell and Christopher T. Taggart

ABSTRACT
Animal-borne data loggers allow movement, associated behaviours
and energy expenditure in fish to be quantified without direct
observations. As with any tagging, tags that are attached externally
may adversely affect fish behaviour, swimming efficiency and
survival. We report on free-swimming wild Atlantic cod (Gadus
morhua) held in a large mesocosm that exhibited distinctly aberrant
rotational swimming (scouring) when externally tagged with
accelerometer data loggers. To quantify the phenomenon, the cod
were tagged with two sizes of loggers (18 and 6 g; <2% body mass)
that measured tri-axial acceleration at 50 Hz. An automated
algorithm, based on body angular rotation, was designed to extract
the scouring movements from the acceleration signal (98%
accuracy). The algorithm also identified the frequency pattern and
associated energy expenditure of scouring in relation to tag load (%
body weight). The average per cent time spent scouring (5%) was
independent of tag load. The vector of the dynamic body acceleration
(VeDBA), used as a proxy for energy expenditure, increased with tag
load (r2=0.51), and suggests that fish with large tags spent more
energy when scouring than fish with small tags. The information
allowed us to determine potential detrimental effects of an external
tag on fish behaviour and how these effects may be mitigated by
tag size. The algorithm can potentially identify similar rotational
movements associated with spawning, courtship, feeding and
parasite-load shedding in the wild. The results infer a more careful
interpretation of data derived from external tags and the careful
consideration of tag type, drag, buoyancy and placement, as well as
animal buoyancy and species.

KEY WORDS: Swimming performance, Parasite load, Gadus
morhua, Signal processing, Atlantic cod, Scouring

INTRODUCTION
Quantifying the spatial–temporal distribution of free-ranging
animals in the marine environment is problematic because of the
paucity of direct observations (Cooke et al., 2004; Preston et al.,
2010). This can be partially overcome by using a variety of tags that
range from conventional tags (e.g. Petersen or Floy tags; Petersen,
1896, McFarlane et al., 1990) to more advanced electronic tags
(Cooke et al., 2004; Bograd et al., 2010). Animal-borne archival
tags can provide a means to monitor movements of aquatic animals
and their environment through in situ measurements such as
acceleration, temperature and depth. Such data can be used to

indirectly quantify variation in behaviour, energetics and
physiology, and to infer how animals interact with each other and
their environment (Cooke et al., 2004) for habitat modelling
and conservation management (Bograd et al., 2010; Whitney et al.,
2010). For example, micro-storage accelerometer tags allow for
remote measurements of fine-scale movements and behaviour
among free-swimming fish in time and space in controlled
mesocosm environments (Gleiss et al., 2010; Broell et al., 2013;
Noda et al., 2014; Wright et al., 2014; Broell and Taggart, 2015), as
well as in the wild (Kawabe et al., 2003a,b; Tsuda et al., 2006;
Whitney et al., 2010; Carroll et al., 2014).

The use of accelerometer tags in bio-logging studies has
increased because of their commercial availability, data-storage
capabilities and versatility of attachment (Ropert-Coudert and
Wilson, 2005; Rutz and Hays, 2009). As with any tagging, external
or internal, tag attachments can alter the natural behaviour and
physiology of the tagged fish (Ross and McCormick, 1981;
Greenstreet and Morgan, 1989; Barrowman and Myers, 1996;
Björnsson et al., 2011; Cooke et al., 2012, Jones et al., 2013). In situ
capture–recapture or tag-recovery studies using conventional or
electronic tags are typically based on the assumption that there is no
significant effect of the tag on the fish and that tags are not lost or
shed through erratic swimming (Bridger and Booth, 2003). If
invalid, this assumption can lead to compromised estimates of the
metrics used to estimate population size and distribution as well as
activity patterns and energy budgets (Bridger and Booth, 2003;
Drenner et al., 2012). This is especially problematic in bio-logging
studies where data from a few (typically <10) individuals is
collected to make inferences about entire populations (Cooke et al.,
2004).

In fisheries applications, the general criterion used to minimize
potentially adverse tag effects is the ‘2% rule’, which assumes
that tag effects are negligible if tag mass is <2% of the body
mass of the tagged animal (Winter, 1996), regardless of the
attachment method. However, tag mass is not the only factor
influencing tag impact (Jepsen et al., 2015), and per cent weight
is regarded by many, and ourselves, to be a questionable metric
(Brown et al., 2006; Smircich and Kelly, 2014) because it
assumes a 1:1 scaling effect of tag and animal, which is invalid.
For some aquatic animals, tag mass may have little or no effect,
especially in organisms with bladders or lungs that can adjust
their buoyancy (Jones et al., 2013). Other factors influencing tag
impact include the tag dimensions, volume, buoyancy and
attachment position, all of which significantly affect drag
(Hoerner, 1965; Musyl et al., 2011; Jones et al., 2013; Jepsen
et al., 2015). Therefore, these variables require consideration
prior to field deployment to ensure that fish behaviour and
movement are unaffected by the tag and attachment designs
(Smirich and Kelly, 2014; Jepsen et al., 2015).Received 8 October 2015; Accepted 17 December 2015
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As a behavioural response to tag burden, tag shedding has
been reported extensively for various fish species; however, it is
rarely quantified in relation to changes in natural behaviour and
associated energy expenditure (Barrowman and Myers, 1996;
Björnsson et al., 2011; Musyl et al., 2011). While direct
observations of tag loss and associated swimming behaviour are
limited, shortnose sturgeon (Acipenser brevirostrum), rainbow trout
(Oncorhynchus mykiss) and salema (Sarpa salpa) fitted with
transmitters attached below the dorsal fin have been observed
to scour vigorously against tank enclosures, leading to external tag
loss and skin abrasions (Mellas and Haynes, 1985; Collins et al.,
2002; Jadot, 2003). This distinctive and repeated scouring-
associated rotational movement (flashing, scraping) in the

vertical–lateral plane has also been observed in Atlantic cod
(Gadus morhua) in order to dislodge parasites (Jeffrey Hutchings,
Department of Biology, Dalhousie University, personal
communication).

To investigate the effect of external accelerometer tag burden on
free-swimming G. morhua held in a large mesocosm, we quantified
the short-term effect of different tag loads on the swimming
behaviour associated with tag shedding, i.e. scouring. To identify
and quantify the distinctive acceleration patterns generated by
scouring, we first developed an automated algorithm to extract the
scouring-associated rotational movement from the acceleration time
series. We then used the results to quantify the scouring behaviour
in relation to tag load and the amount of time individuals spent
scouring, energy expenditure, fish size and time of day, where for
the last of these there is limited knowledge of swimming behaviour
during night-time conditions.

MATERIALS AND METHODS
Study animals
Atlantic cod (Gadus morhua L., N=22) of total length (l ) ranging
from 0.47 to 0.72 m (mean±s.d., 0.61±0.069 m) with mass (m)
between 0.95 and 3.4 kg (2.0±0.66 kg) were collected near Nova
Scotia, Canada. Data on the free-swimming fish were collected in
a large mesocosm (Dalhousie University) with a diameter of
15.24 m, a depth of 3.54 m at the perimeter and 3.91 m at the
centre, and a volume 684 m3 held at 11±1.5°C. Experiments were
conducted over 6 trial-days spanning a month. Each individual
fish swim trial lasted between 24 and 30 h with a recovery period
of 3–5 days.

Accelerometers
We used two tri-axial accelerometer tag models (Maritime
bioLoggers, Halifax, Canada): the cylindrical MBLog PT-1
(hereafter referred to as the ‘large’ tag) and the rectangular
MBLog PT-2 (hereafter referred to as the ‘small’ tag) (Table 1).
Both tags were set to record tri-axial acceleration at 50 Hz (10-bit
resolution) at ±6 g0. Drag coefficients for the tags were determined
using the characteristic shape and length given high Reynolds
number flow (Re>104) (Table 1). For both tags, the ratio between tag
and body mass was <2% (Table 1).

Swimming experiments
Cod were anaesthetized with MS222 (40 mg l−1), measured for l
and m and permanently tagged using rectangular Petersen Disc tags
to which the accelerometer was attached for swim trials. The
Petersen discs were attached using two nickel pins, which ensured
that the discs were stable and could not rotate (see Broell et al., 2013,
for tag attachment details). Fish were randomly assigned a small or
large tag (Fig. 1) for each swim trial. Fish swam ad libitum with no
external stimulus save a natural daylight cycle. Following each trial,
the accelerometer was detached and the animals recovered in a
holding tank (2.0×2.0 m). At least 22 h of free-swimming data were
collected for each individual for a total of 1200 h of data. Data from
the same individual carrying the same size tag were combined,

List of symbols and abbreviations
Af,L cross-sectional area of large (cylindrical) tag
Af,S cross-sectional area of small (rectangular) tag
amax maximum whole body acceleration
amax,x maximum lateral acceleration
Aw wetted surface area of a fish
cd fish drag coefficient calculated from characteristic shape
cd,L drag coefficient of large (cylindrical) tag
cd,S drag coefficient of small (rectangular) tag
Ci rotation segment
Fd drag force
FN false negative
FP false positive
g0 gravitational acceleration
l length (m)
lW sliding window length in the algorithm
m mass (kg)
ṀO2

rate of oxygen consumption
N total number of fish used in the study
ND sample size (subscript indicates data subset: D=all fish,

S=small tags, L=large tags)
OLS ordinary least square
P power
tCi

the cross-over points
tCi,1; tCi,2 start end and index of rotation segment
tCi,max instantaneous acceleration at time index where θCi,max

TN true negative
TP true positive
Ts percentage of time spent scouring
u swim speed (m s−1)
VeDBA vector of the dynamic body acceleration (

ffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffi
a 2
x þ a 2

y þ a 2
z

q
)

W algorithm sliding window
x (subscript) lateral acceleration
y (subscript) forward acceleration
z (subscript) vertical acceleration
θCi

angle between the acceleration component in the x–z plane
and reference alignment

θCi,max maximum angle in the x–z plane as identified in Ci

θR angle of rotation
θ
Tag

initial tag orientation; projection of the time-averaged
acceleration vector in the x–z plane

θTh threshold angle
ρ density of water

Table 1. Specifications for externally attached large and small tags used in free-swimming trials of Atlantic cod

Tag Model Shape Dimensions (cm)
Mean
mass (g)

Tag frontal
area (cm2)

Mean tag load
(range) (%)

Drag
coefficient

Sample
size

Large MBLog PT-1 Cylindrical 2.3 diameter×5.0 length 18.8 4.15 1.1 (0.57–2.1) 0.825 22
Small MBLog PT-2 Rectangular 2.5 l×1.7 w×1.1 d 6.1 1.87 0.42 (0.17–1.7) 1.05 20

Mean mass is the mass in air.
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resulting in ND=42 datasets with NS=20 from fish carrying small
tags and NL=22 from fish carrying large tags.
Animal care and sampling protocol for the tagging surgery for

this study were approved by Dalhousie University (permit number
12-049) in accordance with the Canadian Council for Animal Care
standards.

Extracting scouring from the time series
Scouring movements were characterized by a change in orientation
of the tag as the animal rotated on its side to scrape its body along a
substrate in the water column. Such movements varied in duration,
ranging from short (∼3 s) to long (10–60 s). Typically, shorter
duration movements were characterized by high acceleration while
longer duration scouring was characterized by lower maximum
acceleration during which the fish continued to beat its tail (Fig. 2).
To extract such movements, we made use of the fact that
gravitational acceleration (g0) is recorded by the tag, and when the
fish was in its natural vertical (upright) position, gravitational
acceleration was recorded in a combination of axes. When the
animal rotates laterally (up to 90 deg), the contribution of g0 to the
different axis can be used to measure rotation. For example, if most
of g0 is recorded in the vertical (z) axis, during lateral rotation the
contribution of g0 to the lateral (x) axis increases until all of g0 is
recorded in x, corresponding to a full 90 deg rotation (‘roll’; Fig. 2).

This shift in gravitational acceleration can be used to identify
scouring movements. To extract this movement, the algorithm was
designed to determine the angle in the x–z plane relative to the long-
term average of the mean gravity relative to the tag (Fig. 3). If this
angle exceeded the pre-set threshold θTh, a scouring event was
identified. Here, scouring was defined when an animal rotated at
least θTh=45 deg. At the centre of the algorithm is a sliding window
of length lW, with an overlap of 5%. Within each window, the cross-
over points (tCi

) between the static acceleration in the x and z axes
(Fig. 4) using a zero-crossing approach are established (Kedem,
1986; Stein, 2000; Broell and Taggart, 2015). Static acceleration
was calculated by applying a 2 s moving average to the time series
(see Shepard et al., 2008;Wright et al., 2014). Each rotation segment
Ci within window W was bracketed by time tCi,1 and tCi,2. Within
each segment, the angle θCi

between the acceleration component in
the x–z plane and reference alignment (vertical gravity) was
calculated. The angle of rotation θ

R
within each segment was then

calculated by comparing θCi
with the initial orientation of the tag,

θ
Tag
. The largest rotation angle, θCi,max, was then compared to the

threshold value θTh. If θCi,max was larger than θTh, the segment was
classified as a scouring movement (e.g. Fig. 5). The beginning and
end of the scouring event was then defined by the first and last roll
angle to exceed the threshold, thereby bracketing θCi,max within the
segment. This algorithm not only allowed for variable tag
orientation, and sliding window size, but by adjusting the angle
threshold parameter it also allowed for an adjustment to the degree of
rotation of interest. By examining the sign of the rotation angle, this
algorithm also extracted the directionality of the scouring event, i.e.
left-lateral or right-lateral side (Fig. 5C,D).

The sensitivity and specificity of the algorithm was determined
using a test data-set composed of a random selection of 10% of
the experimental data spanning over 1000 positive scouring
events where all windows were visually classified. Accuracy,
precision, recall or sensitivity, and F-measure (the weighted
average between precision and recall) were calculated as follows:

Accuracy ¼ ðTPþ TNÞ=ðTPþ FPþ TNþ FNÞ;
Precision ¼ TP=ðTPþ FPÞ;

Recall or Sensitivity ¼ TP=ðTPþ FNÞ;
F-measure ¼ ð2� precision� recallÞ

=ð precisionþ recallÞ;
where TP, TN, FP, FN signify true positive, true negative, false
positive and false negative, respectively.

Other detection methods (e.g. wavelet analysis) could not be used
because the energy in the frequency spectrum for scouring (∼1 Hz)
was similar to that of steady swimming (e.g. tail beat frequency of
∼1 Hz; see Broell and Taggart, 2015).

Statistical analysis
All scouring events were analysed using conventional methods
(mean-comparison) using the time spent scouring over the entire
time series (hereafter referred to as Ts), maximum lateral
acceleration (amax,x) and maximum magnitude of acceleration
(amax) after correction for gravitational acceleration using a 2 s
moving average filter (Shepard et al., 2008; Wright et al., 2014).
Parameters were assessed in relation to animal length l (m), tag type
(S, small; L, large) and tag load. Tag load was expressed as the ratio
between tag mass and fish body mass (tag mass/fish mass×100).

The energy spent during scouring was also analysed as a function
of tag type. While energy expenditure could not be calculated using

40
0

Size (cm)

D
en

si
ty

8060

0.06

0.03

Fig. 1. Probability density function of size distributions of Atlantic cod
taggedwith small and large tags.Small tags,NS=20, dashed line; large tags,
NL=22, solid line.
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Fig. 2. Illustration of fish movement and associated example of
acceleration time series as the accelerometer tag rotates during
scouring. When the fish is in the upright position, acceleration (g0) is
measured in the vertical axis (red), and when the fish turns laterally,
gravitational acceleration is measured in the lateral axis (blue). The higher
frequency variation is the tail beat.
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respirometer calibrations (e.g. Wright et al., 2014), the nearly linear
relationship between VeDBA and the rate of oxygen consumption,
ṀO2

, in a comparable species (Wright et al., 2014), suggests that the
vector norm:

VeDBA ¼
ffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffi
a 2
x þ a 2

y þ a 2
z ;

q
ð1Þ

as outlined in Wright et al. (2014), is a valid proxy for energy
expenditure. Mean VeDBA was calculated for each scouring event
after data were corrected for gravitational acceleration using a
moving average filter with a window length of 2 s.
A time series of Ts (±s.d.) as a function of experimental day for all

fish was calculated and differences between day and night scouring
were assessed. Directionality of scouring movement was also
assessed to determine whether animals spent more time scouring on
the right-lateral side, where the accelerometer tags where attached.
Algorithm computations and statistical analyses were performed

using R (v0.98.977, R Foundation for Statistical Computing,
Vienna, Austria) and MATLAB R2014b (The MathWorks, Natick,
MA, USA). All estimates are provided as means±1 s.d. unless
otherwise noted.

RESULTS
Algorithm efficiency
The identification probability for scouring movements in the test
data had an accuracy of 98.7%, a precision of 94.2%, a sensitivity of
92.9% and an F-measure of 0.936. This demonstrates that the
algorithm was highly effective in detecting and classifying scouring
events.

Statistical analysis
Size distributions of fish used for each tag type were not
significantly different (Student’s t-test, P>0.05; Fig. 1) and this
allowed us to compare tag types independently of a fish-size effect.

Time spent scouring
Ts ranged from 0 to 20% (4.2±3.6%) and there was no relationship
between Ts and tag load (Table 2, Fig. 6A). Tag type was not a
significant confounding factor (or interaction) when Ts was
regressed against animal size, and animal size did not affect Ts
(ordinary least square, OLS, with interaction, P>0.05; Fig. 6C). Ts
did not differ between tag type (Fig. 6B; Wilcoxon sign rank sum
test, P>0.05) and Ts was significantly higher during the day (80%)
than during the night (20%; Fig. 7). Ts increased significantly from
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Fig. 3. Visualization of angular roation.
(A) Illustration of accelerometer tag attachment to
Atlantic cod. (B) Illustration of angle projection on
the x–z plane where a is acceleration at time ti, �a is
the time-averaged acceleration vector (i.e.
direction of acceleration when the fish is upright).
In this case, the tag is tilted in the positive x–y
direction relative to the fish. �a0 is the projection of �a
in the x–z (lateral–vertical) plane, where the fish
has rotated ∼120 deg, with a′ the projection of a in
the x–z plane, and θ is the angle between a′ and
�a0. θR, angle of rotation.
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Fig. 4. Flow chart of the extraction algorithm used to
extract scouring movements based on angular rotation in
the x–z plane. θ

Tag
is the x–z plane orientation of the sensor on

the fish, θTh is the threshold angle that denotes vertical–lateral
rotation (here, θTh=45 deg). The rotation angle θCi

is calculated
within the rotation segment Ci, bracketed by cross-over points
tCi,1 and tCi,2, which are found through a zero-crossing
algorithm (Broell and Taggart, 2015). If the maximum event
rotation angle θ

R,max,i
=|θCi

−θ
Tag
| exceeds θTh, then scouring

movement is identified. The output of the algorithm is a matrix
containing start and end indices of events, event ID and the
event rotation angle θ

R,max,i
.
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an average of 3% to 8% after 6 experimental days regardless of
recovery time among experimental days (Fig. 8). On average, fish
spent 69.8±1.7% of scouring time on the right-lateral side where the
tag was attached.

Maximum acceleration
Lateral maximum acceleration, amax,x, ranged from 0.05 to 1.63 g0
(0.37±0.28 g0) and the maximum magnitude of acceleration, amax,
ranged from 0.44 to 2.26 g0 (0.63±0.46 g0). Both parameters
were spositively related to tag load (log–log OLS, r2=0.61 and
0.70, respectively; Table 2, Fig. 6D,G). amax,x and amax were
significantly greater (Wilcoxon sign rank sum test,P>0.05; Fig. 6E,H)
for fish tagged with large tags (0.52±0.29 g0 and 0.94±0.43 g0,
respectively) than for those tagged with small tags (0.20±0.10 g0 and
0.21±0.28 g0, respectively). Animal size did not affect either
parameter (OLS with interaction, P>0.05; Fig. 6F,I).

Proxy for energy expenditure
VeDBA was positively related to tag load (log–log OLS, r2=0.51;
Table 2, Fig. 9A), with large tags displaying significantly higher
VeDBA during scouring movements (P<0.05). VeDBA was

independent of fish size (P>0.1; Fig. 9C). When VeDBA was
compared within individuals during times when they were tagged
with a small versus large tag, VeDBA was higher for fish tagged
with large tags in more than 80% of cases. Of those where VeDBA
increased, the increase varied amongst individuals with an average
of 62% and a range of 26% to 88%, confirming an increase in
VeDBA with tag load across individuals.

DISCUSSION
Based on high-frequency acceleration data, we have developed an
algorithm to detect and identify rotational movement in the lateral–
vertical plane of fish that is associated with a variety of behaviours;
the algorithm has a high efficiency, with 98.7% accuracy and 94.2%
precision. The efficiency was achieved by a relatively simple
algorithm based on the rotation of the three-dimensional coordinate
system of the tag given the orientation of the animal. Not only is this
algorithm independent of tag attachment and orientation, it also can
be easily modified to identify and differentiate various degrees of
rotation through the adjustment of the input cut-off threshold.
Furthermore, a rotation in a different plane (e.g. forward–vertical)
could easily be implemented to extend the algorithm’s applicability
to identify various aberrant swimming behaviours among other
species, i.e. those deviating from steady continuous swimming (e.g.
Broell and Taggart, 2015), such as similar erratic swimming observed
with other behaviour-associated movements as a modal action-
pattern in at least 81 fish species (Wyman and Walters-Wyman,
1985). For example, cichlids (Entroplus spp.) incorporate scouring as
a means of courtship and pair formation (Wyman and Walters-
Wyman, 1985), ludericks (Girella tricuspidata) rotate when feeding
on seagrass epiphytes (Matthew Taylor, New South Wales
Department of Primary Industries, Australia, personal
communication), and various salmonids exhibit comparable
swimming patterns when building spawning redds (Evans, 1994;
Esteve, 2005). Despite thewidespread observations of this behaviour,
there remains a lack of evidence that explicitly examines rotational

0.4

0.2

0

0.3

0.2

0.1

0

0.4

0.2

0

0.2

0.1

0

–200 0 200 0 200–200

0 200–200 0 200–200
Roll angle (deg)

Fr
eq

ue
nc

y

A B

C D

Fig 5. Normalized histogram of roll angles within
extracted window segments for four different cod. Fish
are shown scouring on both the lateral-left (A) and lateral-
right (B) side, and mostly on the left (C) and right (D) lateral
side.

Table 2. Relationship between tag effect (tag mass/body mass) and
response parameters

Response Intercept Slope P-value r2 N Model type

Ts 0.96 0 42 Linear
amax,x 2.82±0.51 0.79±0.10 <0.05 0.61 42 log–log
amax 4.1±0.50 0.94±0.10 <0.05 0.70 42 log–log
VeDBA 0.71±0.43 0.50±0.08 <0.05 0.51 42 log–log

Ts, percentage of time spent scouring; amax,x, maximum lateral acceleration;
amax, maximum magnitude of acceleration; and VeDBA, vector of the dynamic
body acceleration (a proxy for energy expenditure).
Intercept or proportionality constant, slope or exponent is provided (mean±
s.d.) if the predictor is significantly different from zero, with P-values from
ordinary least squares.
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swimming among fish species (Wyman andWalters-Wyman, 1985).
Therefore, the algorithm not only allows for the identification of a
behaviour specific to scouring but also can potentially be applied to
acceleration data collected from similar movements associated with

parasite load, spawning, courtship or feeding and foraging in the
wild.

By changing the threshold angle (θTh), the algorithm can easily
be adjusted to detect and identify different degrees of rotation and
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therefore the classification of movements associated with various
behaviours beyond scouring, such as above. Furthermore, the
algorithm is robust and both input parameters (window overlap and
window length) have little effect on algorithm efficiency (<1%). As
the initial orientation of the tag on the animal (i.e. the angle between
the lateral and vertical axis in the frame of reference of the
acceleration sensor) is incorporated in the design of the algorithm,
constant tag orientation amongst individuals or even within a single
individual is not essential. It is further possible to determine the
scouring direction (clockwise or anticlockwise) by using the sign of
the rotation angle and thereby delivering even more fine-scale
behavioural information.

Usability
Typically, accelerometer measurements do not provide rotational
information such as angular velocity and the direction of movement.
A gyroscope can directly measure angular velocity, and if the initial
attitude is known, any new attitude achieved through rotational
movement can be estimated using the attitude change calculated from
the gyroscope measurements (Noda et al., 2013). Therefore, a
gyroscope sensor could easily and directly measure rotations in any
plane. However, because of battery and tag-size constraints, tags are
frequently deployed with a single sensor, and accelerometers are
typically preferred over gyroscopes. Accelerometer sensors not only
deliver crucial information, such as a proxy of energy expenditure and
behaviour, but also draw less power than gyroscopes. For example,
a sensor chip commonly used in biologging tags (InveSense
MPU-9250 2015, http://store.invensense.com/datasheets/invensense/
MPU9250REV1.0.pdf) with a typical operating circuit in the 3-axis
gyro mode requires a supply of 3.2 mA, while in the 3-axis
accelerometer mode it requires 0.45 mA – nearly 7-fold less at the
same operating supply voltage. This is especially important for data-
logging applications in fish, where tag size, which is a direct function
of battery size and power consumption, is severely constrained by fish
body size. Here, we have shown that rotational movement can bewell
identified using the tri-axial acceleration signal without the use of a
gyroscope sensor and can be of considerable value in studies where
only accelerometer tags are deployed.

Tag effect
Energetic consequences of tag load: chronic and acute effects
Reduced swimming performance of tagged fish has been observed
in various salmonids (Greenstreet and Morgan, 1989; McCleave
and Stred, 1975) and perciformes (Mellas and Haynes, 1985; Ross
andMcCormick, 1981). However, <2% tag load (i.e. tag mass/body
mass; Winter, 1996) is often assumed to not significantly affect
swimming ability and behaviour. Despite adhering to the 2% tag-

load rule, we found that all tagged animals spent a significant
amount of time scouring – a behaviour often observed in Atlantic
cod to dislodge parasites (Jeffrey Hutchings, Department of
Biology, Dalhousie University, personal communication). Our
findings indicate that there may be more fine-scale effects of tag
load that have not yet been considered given traditional metrics such
as tag retention and survival (e.g. Ross and McCormick, 1981;
Greenstreet and Morgan, 1989; Barrowman and Myers, 1996;
Björnsson et al., 2011; Cooke et al., 2012). Another important point
to note is that despite a ‘small’ tag load of less than 2%, significant
tag effects were observed, including some individuals that spent up
to 20% of their time scouring. The total time the animals spent
scouring was independent of tag load and this indicates that lower
tag load does not necessarily result in reduced tag effect. The acute
cost and physical damage that is caused by scraping the body to
dislodge the tag can damage skin and provide the opportunity for
secondary infections to occur. Secondary infections can affect
animal behaviour and can have energetic consequences, and affect
growth rate, reproductive performance and survival (Barber et al.,
2000).

The chronic cost is the cost to the animal due to energy
expenditure associated with added drag as well as tag load. While
individual fish exhibited high variability in scouring behaviour and
associated VeDBA, generally, fish that carried a tag with a higher
tag to body mass ratio exhibited higher lateral and full-body
acceleration during such scouring movements, which implies that
they used more energy when attempting to dislodge a larger tag.
Specifically, VeDBA increased 5-fold when tag load (related to
body mass) was doubled from 1% to 2%. Subsequently, these fish
exhibited significantly higher maximum lateral acceleration, amax,x

and whole-body acceleration, amax. Therefore, the scouring force,
Fd, exhibited must be higher, as:

Fd / mamax; ð2Þ

where m is fish body mass, and this naturally leads to an increase in
energy expenditure (Videler, 1993).

The strategy for allocation of energy is an important contributor
to physiological (e.g. oxygen consumption and heart rate) and
behavioural (e.g. reproduction, foraging) ecology (Clark et al.,
2010) and growth. An increased energy expenditure associated with
a tag-shedding response in fish could result in reduced reproductive
rates, growth rates or survival.

Tag load confounding factors
For aquatic organisms with the capability to regulate buoyancy
through swim bladders (or lungs), the effect of tag load, as the mass
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Fig. 9. VeDBA as a proxy for energy expenditure. VeDBA is
shown as (A) a function of tag effect (% tag mass/fish mass),
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of the tag and fish in air, is negligible in comparison to the drag
coefficient, frontal area and increased drag (Jones et al., 2013). Our
results are confounded by other factors beyond just tag weight,
given the large difference in tag frontal area (5.14 cm2 versus
1.87 cm2) as well as tag length and shape, which affect the friction
drag. Thus, tag load expressed as a percentage of body weight does
not reflect the true tag load. In an attempt to disentangle mass and
other tag effects, we separated tag types and examined for each the
effect of tag-to-fish frontal area ratio (tag frontal area/fish frontal
area) within tag type (mass term disappears). While the increase in
the parameters (amax, amax, VeDBA) persists within tag type, the
amount of explained variation was marginal, indicating that other
factors (mass, buoyancy, etc.) are likely to be involved. Given the
strong correlation between tag load expressed as weight and tag load
expressed as frontal area (r2=0.9), as a result of the same aspect
ratio, the experimental design did not allow us to disentangle the
underlying effects that are responsible for the observed pattern in
increased amax,x, amax and VeDBA. However, it remains the case
that the 2% body rule may not be a valid metric given the other
variables that affect tag burden (tag buoyancy, shape, friction, etc.),
and even if the percentage mass load is small, the effect on the
animal as a result of the confounding factors may be high.
Furthermore, the time spent scouring in our study was clearly
independent of tag mass or tag frontal area, which, in turn, suggests
that the observed effect of tag burden is likely attributable to
irritation, rather than tag properties, and there is no simple means of
assessing irritation.
Additionally, externally attached tags have been shown to

influence the hydrodynamics around the fish and can lead to
decreased swimming performance and associated energy
expenditure given increased frictional drag and flow resistance
(Arnold and Holford, 1978; Ross and McCormick, 1981; Mellas
and Haynes, 1985; Bridger and Booth, 2003; Jones et al., 2013;
Janak et al., 2014). An increase in drag causes a proportional
increase in power output of the tagged animal, described by:

P ¼ Fdu

or

P/ cdu
3;

ð3Þ

where cd is the drag coefficient and u is swimming speed (Jones
et al., 2013). Therefore, increased drag requires an increase in power
output by the animal at constant speed (Jones et al., 2013). For
example, for a 73 cm fish (cd=0.01; Blake, 1983) swimming at
1 m s−1, a first principle approximation of the drag force:

Fd ¼ 0:5ru2cdA; ð4Þ
where Af is the cross-sectional area of the tag and ρ the density of the
water, reveals that Fd increases from 1.24 N for the small tag
(cd,S=1.05, Af,S=0.00027 m2) to 1.26 N for the large tag (cd,L=
0.825, Af,L=0.00038 m2). This incremental drag increase is nearly
independent of tag size, because the difference in theoretical drag
from the tag is negligible compared with drag from fish of different
sizes (cm) (Fd,25 cm=0.13 N, Fd,42 cm=0.36 N, Fd,73 cm=1.1 N at
1 m s−1). Therefore, an increase in animal size will probably not be
able to mitigate drag effect of the tag. While here, only energetic
consequences of tag-load reducing behaviour were investigated, the
added drag due to tag load would probably increase the estimated
energy expenditure during routine swimming movement and
exacerbate the overall energy expenditure. Arnold and Holford
(1978) suggest that a tag of similar drag coefficient (cd=0.6) only

increases total drag by 5−7% in Atlantic cod during routine
swimming. In their calculations, the authors did not observe or
quantify scouring movement because experiments were conducted
in a flume and not on free-swimming fish. This potentially leads to
an underestimated tag effect. Given the tags in this study, and based
on the ratio between tag drag:

Fd ¼ Af cd;S ð5Þ
and animal drag:

Fd ¼ Awcd; ð6Þ
where Aw is the wetted surface area of a fish, the increase in drag for
a 73 cm fish would be 12% and 13% for the small and large tag,
respectively, much higher than in Arnold and Holford (1978) for the
same sized fish (1%). Because the cross-sectional areas of the tags
used here are 3–4.5 times larger and drag coefficients are
significantly higher, the estimated added drag is higher. While
this increase may not significantly affect swimming ability (Arnold
and Holford, 1978; Cooke, 2003), given our findings that relate to
scouring behaviour, tag effect studies that only investigate added tag
drag may underestimate tag effect.

Given our observations, a decrease in tag load (even below the
2% body rule) may be able to counteract the chronic costs associated
with increased energy expenditure during scouring movements and
drag; however, acute costs associated with physical damage will
probably be constant because they are independent of tag load. This
is a significant result, as generally a decrease in tag load has been
assumed to lead to a decrease in tag effect, but there is no means of
decreasing irritation, and this suggests external tagging will always
incur a cost.

Diurnal patterns
Cod spent a significantly greater amount of time scouring during the
day (80%) than during the night (20%) and exhibited preferential
scouring on the right-lateral side where the tag was attached,
suggesting that they experience the asymmetry in the tag load.
Typically, if a single-sided load is attached to a buoyant normally
upright object (e.g. a submarine), it creates a rolling movement
because the weight and drag are not equally distributed and neutral,
causing an angle of list and/or angle of loll – referred to as the trim or
ballasting problem. As it is only during the day that cod, a visual
predator and schooling species, experiences sufficient light for
visual referencing of its position (dispersed versus aggregated;
Brodeur and Wilson, 1996; Axenrot et al., 2004), we assume that
only then do they have a substrate reference for scouring. It is
equally possible that it is only during the day that the angle of tilt
caused by the asymmetrical tag load is apparent to the fish and
therefore they try to compensate (Webb, 2002) and/or remove the
load. If it is indeed related to the angle of list and/or the
asymmetrical load, it becomes essential that tag load (external or
internal tags) is mounted symmetrically around the centre of gravity
and possibly the centre of buoyancy, though the latter is probably
much more difficult to achieve with a physostomous fish.

Validity of data in the field
Many studies now use implanted tags (Bridger and Booth, 2003;
Cooke et al., 2004) because they have a variety of advantages such
as higher tag retention, reduced biofouling, and reduced added drag
that may affect swimming ability, and thus survival rates (Bridger
and Booth, 2003). However, in certain environments and
experimental settings, external tags are necessary (Cooke, 2003;
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Johnson et al., 2015) though they are not always ideal (Methling
et al., 2011; Tudorache et al., 2014). This is especially true for pop-
up satellite tags (PSAT), which have significant effects of added
drag to the body (Bridger and Booth, 2003; Methling et al., 2011;
Tudorache et al., 2014). Others (e.g. Thorstad et al., 2000; Cooke,
2003) did not observe adverse short-term effects of tags with a
similar tag load for fish that, unlike cod, spend little of their time on
the bottom (e.g. salmon, except when spawning), and rolling
behaviour was not observed in either case. Similar observations on
shortnose sturgeon (Collins et al., 2002) have shown that these
animals ‘occasionally’ scrape the substrate, causing eventual tag
loss. Other research using similar tags and attachment methods
(Broell and Taggart, 2015) on saithe (P. virens) did not show a
similar behavioural reaction to tag load, but these animals are
pelagic species and did not exhibit scouring as observed in cod.
Consequently, scouring may be species specific and more apparent
in species associated with a benthic habitat.

Effect of missing scouring events
The identification of scouring movements is crucial not only to
determine potential tag effects but also to differentiate such
behaviour from routine swimming movements and other
behaviours (e.g. feeding, migration, etc.). If such movements are
overlooked or misidentified, energy and activity budgets and related
physiological estimates may be compromised. This is especially
crucial given that some algorithms that are designed to identify burst
acceleration movements associated with a feeding or escape
response (Broell et al., 2013; Noda et al., 2013, 2014) are based
on comparing the variance amongst lateral and vertical or forward
acceleration within movements. During scouring movements, fish
also exhibit burst acceleration characterized by higher variance
between the lateral and vertical axis when compared with other
behaviours and therefore could easily be misidentified as a feeding
or escape response. To ensure the identification of such events, it is
also crucial to ensure sufficient accelerometer sampling frequency:
scouring movements, similar to feeding and escape responses in
other fish (Broell et al., 2013), can occur over short time scales
(<1 s), and if sampling frequency is too low (<10 Hz), such
movements may be overlooked or misidentified due to aliasing
(Broell et al., 2013). This too could lead to compromised estimates
of energy expenditure, but, more importantly, a failure to challenge
the assumption that the effect of the tag on behaviour and survival of
the fish is minimal. Only by quantifying that tagging activities have
little effect on animal welfare and behaviour can data from such tags
be used to make predictions on routine behaviour and movement
(McMahon et al., 2013).

Algorithm as parasite indicator with internally attached tags
Demersal fish such as Atlantic cod have been observed to dislodge
parasites (Barber et al., 2000; Øines et al., 2006) by scraping their
lateral side along the bottom substrate. Documenting the functional
significance of scouring with respect to parasite load is particularly
important for cod (and salmon) given their increasing economic
value in aquaculture production (Lysne et al., 1994), which can be
compromised by external parasite infestations (Øines et al., 2006),
and thus monitoring such behaviour becomes diagnostic. Infections
in cod can induce altered time allocations for foraging and
reproduction, reduced swimming performance, increased energy
expenditure and changes in habitat selection, which may have
implications for anti-predator behaviour, growth and ultimately
survival (Barber et al., 2000; Jones and Taggart, 1998).While in this
study the externally attached tags elicited a response in cod that is

similar to parasite infestation, if accelerometer tags were attached
internally and symmetrically, they would probably not elicit
scouring behaviour and all scouring movements recorded would
then relate to parasite infection. Such data could be used to quantify
a response to parasitic infections and the onset of disease. Beyond
diagnosing parasitic infections in species such as cod, this would
prove especially useful in identifying disease, given most fish
species lose equilibrium in advanced stages of disease, which is
exhibited by lateral–vertical rotations due to loss of balance (e.g.
whirling). In an aquaculture setting, this could help in diagnosing
infected fish, by monitoring parameters studied here such as the
percentage time spent scouring or loss of equilibrium, and when an
individual exceeds a predetermined threshold it could then be
removed to help contain the infection. This would be useful given
the continuous advancement in miniaturization and low-cost sensor
and telemetry applications that would allow for large-scale direct
observations and an in situ diagnostic of infection.

Limitations
Dorso-lateral rotations as observed during scouring may also occur
during other movement-associated behaviours such as feeding,
courtship and spawning. Given the design of the algorithm we
provide, it would be difficult to differentiate among different
rotational behaviours if they occur in the same movement (x–z)
plane and to the same degree. Fish that were observed in this study
did not exhibit other rotational behaviours that could confound the
classification. For field or aquaculture applications, the algorithm
would have to be optimized to account for other burst acceleration
movements based on statistical parameters that are capable of
differentiating among different behaviours (feeding, escape,
scouring).

In this study, it was not possible to collect direct measurements
of energy expenditure through conventional techniques (e.g.
calorimetry, Walsberg and Hoffman, 2005; or ṀO2

, Clarke and
Johnston, 1999) because of the need to collect data from free-
swimming fish. However, given past research, it is reasonable to
assume that the dynamic body acceleration, VeDBA (Wright et al.,
2014; Gleiss et al., 2010), can be used as a proxy for energy
expenditure, as it is assumed to be proportional to energy
expenditure. While this proxy is useful in determining relative
changes in energy expenditure, it does not allow us to make
deductions on ‘real’ energy expenditure (e.g. ṀO2

). While the use of
this proxy may be a debatable approach (see Noda et al., 2013),
especially when comparing across individuals, it is reassuring to
find that when VeDBA was compared within individuals during
times when they were tagged with a small versus large tag, VeDBA
was higher for fish tagged with large tags in more than 80% of cases.
Of those where VeDBA increased, the increase varied amongst
individuals, with an average of 62% and range from 26% to 88%,
confirming an increase in VeDBA and probably associated energy
expenditure with tag load.

Conclusions
Reduced swimming performance of tagged fish has been observed in
various salmonids (Greenstreet and Morgan, 1989; McCleave and
Stred, 1975) and perciformes (Mellas and Haynes, 1985; Ross and
McCormick, 1981). However, the effects of tagging are typically not
addressed, and there are few studies that have quantified fine-scale
post-tagging behavioural responses in fish. This study has shown
that even if relatively small tags (<2% body mass) are used on fish,
there are significant effects on behaviour and probably associated
energy expenditure. To further quantify the effect of external tags,
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assessing specific drag of the external tag is important. The results of
this study have potential implications for the nature of tag
deployments in the wild where external attachment methods are
used. Based on the observations here, it may be worth considering
additional factors when determining tag load and type, especially for
demersal fish associated with the benthic environment and species
where a history of parasite load reducing behaviour is known.

Acknowledgements
We thank A. Benzanson for help in designing the accelerometer tag, J. Batt and
J. Eddington, and the staff of the Aquatron for logistical support. We are grateful to
J.-P. Auclair for insights into the development of signal-processing algorithms.

Competing interests
The authors declare no competing or financial interests.

Author contributions
C.T.T. conceived of and secured funding for the research. F.B. and C.T.T. each
contributed to the design and execution of the experimental studies. F.B. helped
design the accelerometers, F.B. and C.B. conducted the analyses and prepared
the manuscript with help and advice on writing and interpretation of the results from
C.T.T. All authors agreed on the form and content of the manuscript for publication.

Funding
This work was supported by the OTN Canada – Natural Sciences and Engineering
ResearchCouncil of Canada (NSERC) Strategic NetworkGrant [NETGP375118–08].

References
Arnold, G. P. and Holford, B. H. (1978). The physical effects of an acoustic tag
on the swimming performance of plaice and cod. ICES J. Mar. Sci. 38,
189-200.

Axenrot, T., Didrikas, T., Danielsson, C. and Hansson, S. (2004). Diel patterns in
pelagic fish behaviour and distribution observed from a stationary, bottom-
mounted, and upward-facing transducer. ICES J. Mar. Sci. 61, 1100-1104.

Barber, I., Hoare, D. andKrause, J. (2000). Effects of parasites on fish behaviour: a
review and evolutionary perspective. Rev. Fish Biol. Fish. 10, 131-165.

Barrowman, N. J. and Myers, R. A. (1996). Estimating Tag-Shedding rates for
experiments with multiple tag types. Biometrics 52, 1410-1416.

Björnsson, B., Karlsson, H., Thorsteinsson, V. and Solmundsson, J. (2011).
Should all fish in mark-recapture experiments be double-tagged? Lessons
learned from tagging coastal cod (Gadus morhua). ICES J. Mar. Sci. 68, 603-610.

Blake, R. W. (1983). Fish Locomotion. Cambridge: Cambridge University Press.
Bograd, S. J., Block, B. A., Costa, D. P. and Godley, B. J. (2010). Biologging
technologies: new tools for conservation. Introduction. Endanger. Species Res.
10, 1-7.

Bridger, C. J. and Booth, R. K. (2003). The effects of biotelemetry transmitter
presence and attachment procedures on fish physiology and behavior. Rev. Fish.
Sci. 11, 13-34.

Brodeur, R. D. and Wilson, M. T. (1996). Mesoscale acoustic patterns of juvenile
walleye pollock (Theragra chalcogramma) in the western Gulf of Alaska.
Can. J. Fish. Aquat. Sci. 53, 1951-1963.

Broell, F. and Taggart, C. T. (2015). Scaling in free-swimming fish and implications
for measuring size-at-time in the wild. PLoS ONE 10, e0144875.

Broell, F., Noda, T., Wright, S., Domenici, P., Steffensen, J. F., Auclair, J.-P. and
Taggart, C. T. (2013). Accelerometer tags: detecting and identifying activities in
fish and the effect of sampling frequency. J. Exp. Biol. 216, 1255-1264.

Brown, R. S., Geist, D. R., Deters, K. A. and Grassell, A. (2006). Effects of
surgically implanted acoustic transmitters >2% of body mass on the swimming
performance, survival and growth of juvenile sockeye andChinook salmon. J. Fish
Biol. 69, 1626-1638.

Carroll, G., Slip, D., Jonsen, I. and Harcourt, R. (2014). Supervised accelerometry
analysis can identify prey capture by penguins at sea. J. Exp. Biol. 217, 4295-4302.

Clarke, A. and Johnston, N. M. (1999). Scaling of metabolic rate with body mass
and temperature in teleost fish. J. Anim. Ecol. 68, 893-905.

Clark, T. D., Sandblom, E., Hinch, S. G., Patterson, D. A., Frappell, , P. B. and
Farrell, A. P. (2010). Simultaneous biologging of heart rate and acceleration, and
their relationships with energy expenditure of free-swimming sockeye salmon
(Oncorhynchus nerka). J. Comp. Physiol. B 180, 673-684.

Collins, M. R., Cooke, D. W., Smith, T. I. J., Post, W. C., Russ, D. C. and Walling,
D. C. (2002). Evaluation of four methods of transmitter attachment on shortnose
sturgeon, Acipenser brevirostrum. J. Appl. Icthyol. 18, 491-494.

Cooke, S. J. (2003). Externally attached radio transmitters do not affect the parental
care behaviour of rock bass. J. Fish Biol. 62, 965-970.

Cooke, S. J., Hinch, S. G., Wikelski, M., Andrews, R. D., Kuchel, L. J., Wolcott,
T. G. and Butler, P. J. (2004). Biotelemetry: a mechanistic approach to ecology.
Trends Ecol. Evol. 19, 334-343.

Cooke, S. J., Woodley, C. M., Brad Eppard, M., Brown, R. S. and Nielsen, J. L.
(2012). Advancing the surgical implantation of electronic tags in fish: a gap
analysis and research agenda based on a review of trends in intracoelomic
tagging effects studies. Rev. Fish Biol. Fish. 21, 127-151.

Drenner, S. M., Clark, T. D., Whitney, C. K., Martins, E. G., Cooke, S. J. and
Hinch, S. G. (2012). A synthesis of tagging studies examining the behaviour
and survival of anadromous salmonids in marine environments. PLoS ONE 7,
e31311.

Esteve, M. (2005). Observations of spawning behaviour in Salmoninae: Salmo,
Oncorhynchus and Salvelinus. Rev. Fish Biol. Fish. 15, 1-21.

Evans, D. M. (1994). Observations on the spawning behaviour of male and female
adult sea trout, Salmo trutta L., using radio-telemetry. Fish. Manage. Ecol. 1,
91-105.

Gleiss, A. C., Dale, J. J., Holland, K. N. and Wilson, R. P. (2010). Accelerating
estimates of activity-specific metabolic rate in fishes: testing the applicability of
acceleration data-loggers. J. Exp. Mar. Biol. Ecol. 385, 85-91.

Greenstreet, S. P. R. and Morgan, R. I. G. (1989). The effect of ultrasonic tags on
the growth rates of Atlantic salmon, Salmo salar L., parr of varying size just prior to
smolting. J. Fish Biol. 35, 301-309.

Hoerner, S. F. (1965). Fluid-Dynamic Drag: Practical Information on Aerodynamic
Drag and Hydrodynamic Resistance. Midland Park, NJ: Hoerner Fluid
Dynamics.

Jadot, C. (2003). Comparison of two tagging techniques for Sarpa salpa: external
attachment and intraperitoneal implantation. Oceanol. Acta. 26, 497-501.

Janak, J. M., Brown, R. S., Colotelo, A. H., Pflugrath, B. D., Stephenson, J. R.,
Deng, Z. D., Carlson, T. J. and Seaburg, A. G. (2014). The effects of neutrally
buoyant, externally attached transmitters on swimming performance and
predator avoidance of juvenile chinook salmon. Trans. Am. Fish. Soc. 141,
1424-1432.

Jepsen, N., Thorstad, E. B., Havn, T. and Lucas, M. C. (2015). The use of external
electronic tags on fish: an evaluation of tag retention and tagging effects. Anim.
Biotelem. 3, 49.

Johnson, M. W., Diamond, S. L. and Stunz, G. W. (2015). External
attachment of acoustic tags to deep water reef fishes: an alternate
approach when internal implantation affects experimental design. Trans.
Am. Fish. Soc. 144, 851-859.

Jones, M. E. B. and Taggart, C. T. (1998). Distribution of gill parasite
(Lernaeocera branchialis) infection in Northwest Atlantic cod (Gadus morhua) and
parasite-induced host mortality: inferences from tagging data. Can. J. Fish. Aquat.
Sci. 55, 364-375.

Jones, T. T., Van Houtan, K. S., Bostrom, B. L., Ostafichuk, P., Mikkelsen, J.,
Tezcan, E., Carey, M., Imlach, B. and Seminoff, J. A. (2013). Calculating the
ecological impacts of animal-borne instruments on aquatic organisms. Methods
Ecol. Evol. 4, 1178-1186.

Kawabe, R., Nashimoto, K., Hiraishi, T., Naito, Y. and Sato, K. (2003a). A new
device for monitoring the activity of freely swimming flatfish, Japanese flounder
Paralichthys olivaceus. Fish. Sci. 69, 3-10.

Kawabe, R., Kawano, T., Nakano, N., Yamashita, N., Hiraishi, T. and Naito, Y.
(2003b). Simultaneous measurement of swimming speed and tail beat activity of
free-swimming rainbow trout Oncorhynchus mykiss using an acceleration data-
logger. Fish. Sci. 69, 959-965.

Kedem, B. (1986). Spectral analysis and discrimination by zero-crossings. Proc.
IEEE 74, 1477-1493.

Lysne, D. A., Hemmingsen, W. and Skorping, A. (1994). Distribution of
Cryptocotyle spp. metacercariae in the skin of caged Atlantic cod (Gadus
morhua). J. Fish Biol. 45, 352-355.

McCleave, J. D. and Stred, K. A. (1975). Effect of dummy telemetry transmitters on
stamina of Atlantic salmon (Salmo salar) smolts. J. Fish. Res. Board Can. 32,
559-563.

McFarlane, G. A., Wydoski, R. S. and Prince, E. D. (1990). Historical review of the
development of external tags and marks. Symp. Am. Fish. Soc. 7, 9-29.

McMahon, C. R., Hindell, M. A. and Harcourt, R. G. (2013). Publish or perish: why
it’s important to publicise how, and if, research activities affect animals.Wildl. Res.
39, 375-377.

Mellas, E. J. and Haynes, J. M. (1985). Swimming performance and behavior of
rainbow trout (Salmo gairdneri) and white perch (Morone americana): effects of
attaching telemetry transmitters. Can. J. Fish. Aquat. Sci. 42, 488-493.

Methling, C., Tudorache, C., Skov, P. V. and Steffensen, J. F. (2011). Pop up
satellite tags impair swimming performance and energetics of the European eel
(Anguilla anguilla). PLoS ONE 6, e20797.

Musyl, M. K., Domeier, M. L., Nasby-Lucas, N., Brill, R. W., McNaughton, L. M.,
Swimmer, J. Y., Lutcavage, M. S., Wilson, S. G., Galuardi, B. and Liddle,
J. B. (2011). Performance of pop-up satellite archival tags.Mar. Ecol. Prog. Ser.
433, 1-28.

Noda, T., Kawabata, Y., Arai, N., Mitamura, H. and Watanabe, S. (2013).
Monitoring escape and feeding behaviours of cruiser fish by inertial and magnetic
sensors. PLoS ONE 8, e79392.

Noda, T., Kawabata, Y., Arai, N., Mitamura, H. and Watanabe, S. (2014). Animal-
mounted gyroscope/accelerometer/magnetometer: In situ measurement of the

704

RESEARCH ARTICLE Journal of Experimental Biology (2016) 219, 695-705 doi:10.1242/jeb.133033

Jo
u
rn
al

o
f
Ex

p
er
im

en
ta
lB

io
lo
g
y

http://dx.doi.org/10.1093/icesjms/38.2.189
http://dx.doi.org/10.1093/icesjms/38.2.189
http://dx.doi.org/10.1093/icesjms/38.2.189
http://dx.doi.org/10.1016/j.icesjms.2004.07.006
http://dx.doi.org/10.1016/j.icesjms.2004.07.006
http://dx.doi.org/10.1016/j.icesjms.2004.07.006
http://dx.doi.org/10.1023/A:1016658224470
http://dx.doi.org/10.1023/A:1016658224470
http://dx.doi.org/10.2307/2532854
http://dx.doi.org/10.2307/2532854
http://dx.doi.org/10.1093/icesjms/fsq187
http://dx.doi.org/10.1093/icesjms/fsq187
http://dx.doi.org/10.1093/icesjms/fsq187
http://dx.doi.org/10.3354/esr00269
http://dx.doi.org/10.3354/esr00269
http://dx.doi.org/10.3354/esr00269
http://dx.doi.org/10.1080/16226510390856510
http://dx.doi.org/10.1080/16226510390856510
http://dx.doi.org/10.1080/16226510390856510
http://dx.doi.org/10.1139/cjfas-53-9-1951
http://dx.doi.org/10.1139/cjfas-53-9-1951
http://dx.doi.org/10.1139/cjfas-53-9-1951
http://dx.doi.org/10.1371/journal.pone.0144875
http://dx.doi.org/10.1371/journal.pone.0144875
http://dx.doi.org/10.1242/jeb.077396
http://dx.doi.org/10.1242/jeb.077396
http://dx.doi.org/10.1242/jeb.077396
http://dx.doi.org/10.1111/j.1095-8649.2006.01227.x
http://dx.doi.org/10.1111/j.1095-8649.2006.01227.x
http://dx.doi.org/10.1111/j.1095-8649.2006.01227.x
http://dx.doi.org/10.1111/j.1095-8649.2006.01227.x
http://dx.doi.org/10.1242/jeb.113076
http://dx.doi.org/10.1242/jeb.113076
http://dx.doi.org/10.1046/j.1365-2656.1999.00337.x
http://dx.doi.org/10.1046/j.1365-2656.1999.00337.x
http://dx.doi.org/10.1007/s00360-009-0442-5
http://dx.doi.org/10.1007/s00360-009-0442-5
http://dx.doi.org/10.1007/s00360-009-0442-5
http://dx.doi.org/10.1007/s00360-009-0442-5
http://dx.doi.org/10.1046/j.1439-0426.2002.00386.x
http://dx.doi.org/10.1046/j.1439-0426.2002.00386.x
http://dx.doi.org/10.1046/j.1439-0426.2002.00386.x
http://dx.doi.org/10.1046/j.1095-8649.2003.00077.x
http://dx.doi.org/10.1046/j.1095-8649.2003.00077.x
http://dx.doi.org/10.1016/j.tree.2004.04.003
http://dx.doi.org/10.1016/j.tree.2004.04.003
http://dx.doi.org/10.1016/j.tree.2004.04.003
http://dx.doi.org/10.1007/s11160-010-9193-3
http://dx.doi.org/10.1007/s11160-010-9193-3
http://dx.doi.org/10.1007/s11160-010-9193-3
http://dx.doi.org/10.1007/s11160-010-9193-3
http://dx.doi.org/10.1371/journal.pone.0031311
http://dx.doi.org/10.1371/journal.pone.0031311
http://dx.doi.org/10.1371/journal.pone.0031311
http://dx.doi.org/10.1371/journal.pone.0031311
http://dx.doi.org/10.1007/s11160-005-7434-7
http://dx.doi.org/10.1007/s11160-005-7434-7
http://dx.doi.org/10.1111/j.1365-2400.1970.tb00009.x
http://dx.doi.org/10.1111/j.1365-2400.1970.tb00009.x
http://dx.doi.org/10.1111/j.1365-2400.1970.tb00009.x
http://dx.doi.org/10.1016/j.jembe.2010.01.012
http://dx.doi.org/10.1016/j.jembe.2010.01.012
http://dx.doi.org/10.1016/j.jembe.2010.01.012
http://dx.doi.org/10.1111/j.1095-8649.1989.tb02979.x
http://dx.doi.org/10.1111/j.1095-8649.1989.tb02979.x
http://dx.doi.org/10.1111/j.1095-8649.1989.tb02979.x
http://dx.doi.org/10.1016/S0399-1784(03)00044-6
http://dx.doi.org/10.1016/S0399-1784(03)00044-6
http://dx.doi.org/10.1080/00028487.2012.688915
http://dx.doi.org/10.1080/00028487.2012.688915
http://dx.doi.org/10.1080/00028487.2012.688915
http://dx.doi.org/10.1080/00028487.2012.688915
http://dx.doi.org/10.1080/00028487.2012.688915
http://dx.doi.org/10.1186/s40317-015-0086-z
http://dx.doi.org/10.1186/s40317-015-0086-z
http://dx.doi.org/10.1186/s40317-015-0086-z
http://dx.doi.org/10.1080/00028487.2015.1042556
http://dx.doi.org/10.1080/00028487.2015.1042556
http://dx.doi.org/10.1080/00028487.2015.1042556
http://dx.doi.org/10.1080/00028487.2015.1042556
http://dx.doi.org/10.1139/f97-209
http://dx.doi.org/10.1139/f97-209
http://dx.doi.org/10.1139/f97-209
http://dx.doi.org/10.1139/f97-209
http://dx.doi.org/10.1111/2041-210X.12109
http://dx.doi.org/10.1111/2041-210X.12109
http://dx.doi.org/10.1111/2041-210X.12109
http://dx.doi.org/10.1111/2041-210X.12109
http://dx.doi.org/10.1046/j.1444-2906.2003.00581.x
http://dx.doi.org/10.1046/j.1444-2906.2003.00581.x
http://dx.doi.org/10.1046/j.1444-2906.2003.00581.x
http://dx.doi.org/10.1046/j.1444-2906.2003.00713.x
http://dx.doi.org/10.1046/j.1444-2906.2003.00713.x
http://dx.doi.org/10.1046/j.1444-2906.2003.00713.x
http://dx.doi.org/10.1046/j.1444-2906.2003.00713.x
http://dx.doi.org/10.1109/PROC.1986.13663
http://dx.doi.org/10.1109/PROC.1986.13663
http://dx.doi.org/10.1111/j.1095-8649.1994.tb01315.x
http://dx.doi.org/10.1111/j.1095-8649.1994.tb01315.x
http://dx.doi.org/10.1111/j.1095-8649.1994.tb01315.x
http://dx.doi.org/10.1139/f75-071
http://dx.doi.org/10.1139/f75-071
http://dx.doi.org/10.1139/f75-071
http://dx.doi.org/10.1071/WR12014
http://dx.doi.org/10.1071/WR12014
http://dx.doi.org/10.1071/WR12014
http://dx.doi.org/10.1139/f85-066
http://dx.doi.org/10.1139/f85-066
http://dx.doi.org/10.1139/f85-066
http://dx.doi.org/10.1371/journal.pone.0020797
http://dx.doi.org/10.1371/journal.pone.0020797
http://dx.doi.org/10.1371/journal.pone.0020797
http://dx.doi.org/10.3354/meps09202
http://dx.doi.org/10.3354/meps09202
http://dx.doi.org/10.3354/meps09202
http://dx.doi.org/10.3354/meps09202
http://dx.doi.org/10.1371/journal.pone.0079392
http://dx.doi.org/10.1371/journal.pone.0079392
http://dx.doi.org/10.1371/journal.pone.0079392
http://dx.doi.org/10.1016/j.jembe.2013.10.031
http://dx.doi.org/10.1016/j.jembe.2013.10.031


movement performance of fast-start behaviour in fish. J. Exp. Mar. Biol. Ecol. 451,
55-68.

Øines, Ø., Simonsen, J. H., Knutsen, J. A. and Heuch, P. A. (2006). Host
preference of adult Caligus elongatus Nordmann in the laboratory and its
implications for Atlantic cod aquaculture. J. Fish Dis. 29, 167-174.

Petersen, C. G. J. (1896). The yearly immigration of young plaice into the Limfjord
from the German Sea. Rep. Dan. Biol. Stn. Copenhagen. 6, 5-30.

Preston, T. J., Chiaradia, A., Caarels, S. A. and Reina, R. D. (2010). Fine
scale biologging of an inshore marine animal. J. Exp. Mar. Biol. Ecol. 390,
196-202.

Ropert-Coudert, Y. and Wilson, R. P. (2005). Trends and perspectives in animal-
attached remote sensing. Front. Ecol. Environ. 3, 437-444.

Ross, M. J. and McCormick, J. H. (1981). Effects of external radio transmitters on
fish. Progr. Fish Cult. 43, 67-72.

Rutz, C. and Hays, G. C. (2009). New frontiers in biologging science. Biol. Lett. 5,
289-292.

Shepard, E. L. C., Wilson, R. P., Halsey, L. G., Quintana, F., Gomes Laich, A.,
Gleiss, A. C., Liebsch, N., Myers, A. E. and Norman, B. (2008). Derivation of
body motion via appropriate smoothing of acceleration data. Aquat. Biol. 4,
235-241.

Smircich, M. G. and Kelly, J. T. (2014). Extending the 2% rule: the effects of heavy
internal tags on stress physiology, swimming performance, and growth in brook
trout. Anim. Biotelem. 2, 16.

Stein, J. Y. (2000). Digital Signal Processing: A Computer Science Perspective.
New York, NY: John Wiley & Sons.

Thorstad, E. B., Økland, F. and Finstad, B. (2000). Effects of telemetry transmitters
on swimming performance of adult Atlantic salmon. J. Fish Biol. 57, 531-535.

Tsuda, Y., Kawabe, R., Tanaka, H., Mitsunaga, Y., Hiraishi, T., Yamamoto, K.
and Nashimoto, K. (2006). Monitoring the spawning behaviour of chum salmon
with an acceleration data logger. Ecol. Freshw. Fish. 15, 264-274.

Tudorache, C., Burgerhout, E., Brittijn, S. and van den Thillart, G. (2014). The
effect of drag and attachment site of external tags on swimming eels: experimental
quantification and evaluation tool. PLoS ONE 9, e112280.

Urawa, S. (1992). Trichodina truttae Mueller, 1937 (Ciliophora: Peritrichida) on
juvenile chum salmon (Oncorhynchus keta): pathogenicity and host-parasite
interactions. Fish Pathol. 27, 29-37.

Videler, J. J. (1993). Fish Swimming. Fish and Fisheries Series 10. London:
Chapman & Hall.

Walsberg, G. E. and Hoffman, T. C. M. (2005). Direct calorimetry reveals large
errors in respirometric estimates of energy expenditure. J. Exp. Biol. 208,
1035-1043.

Webb, P. W. (2002). Control of posture, depth, and swimming trajectories of fish.
Integr. Comp. Biol. 42, 94-101.

Whitney, N. M., Pratt, H. L., Pratt, T. C. and Carrier, J. C. (2010). Identifying shark
mating behaviour using three-dimensional acceleration loggers. Endanger.
Species Res. 10, 71-82.

Winter, J. D. (1996). Advances in underwater biotelemetry. In Fisheries
Techniques, 2nd edn (ed. B. R. Murphy and D. W. Willis), pp. 555-590.
Bethesda, MD: American Fisheries Society.

Wright, S., Metcalfe, J. D., Hetherington, S. and Wilson, R. (2014). Estimating
activity-specific energy expenditure in a teleost fish, using accelerometer loggers.
Mar. Ecol. Prog. Ser. 496, 19-32.

Wyman, R. L. and Walters-Wyman, M. F. (1985). Chafing in fishes: occurrence,
ontogeny, function and evolution. Environ. Biol. Fishes 12, 281-289.

705

RESEARCH ARTICLE Journal of Experimental Biology (2016) 219, 695-705 doi:10.1242/jeb.133033

Jo
u
rn
al

o
f
Ex

p
er
im

en
ta
lB

io
lo
g
y

http://dx.doi.org/10.1016/j.jembe.2013.10.031
http://dx.doi.org/10.1016/j.jembe.2013.10.031
http://dx.doi.org/10.1111/j.1365-2761.2006.00702.x
http://dx.doi.org/10.1111/j.1365-2761.2006.00702.x
http://dx.doi.org/10.1111/j.1365-2761.2006.00702.x
http://dx.doi.org/10.1016/j.jembe.2010.04.034
http://dx.doi.org/10.1016/j.jembe.2010.04.034
http://dx.doi.org/10.1016/j.jembe.2010.04.034
http://dx.doi.org/10.1890/1540-9295(2005)003[0437:TAPIAR]2.0.CO;2
http://dx.doi.org/10.1890/1540-9295(2005)003[0437:TAPIAR]2.0.CO;2
http://dx.doi.org/10.1577/1548-8659(1981)43[67:EOERTO]2.0.CO;2
http://dx.doi.org/10.1577/1548-8659(1981)43[67:EOERTO]2.0.CO;2
http://dx.doi.org/10.1098/rsbl.2009.0089
http://dx.doi.org/10.1098/rsbl.2009.0089
http://dx.doi.org/10.3354/ab00104
http://dx.doi.org/10.3354/ab00104
http://dx.doi.org/10.3354/ab00104
http://dx.doi.org/10.3354/ab00104
http://dx.doi.org/10.1186/2050-3385-2-16
http://dx.doi.org/10.1186/2050-3385-2-16
http://dx.doi.org/10.1186/2050-3385-2-16
http://dx.doi.org/10.1111/j.1095-8649.2000.tb02192.x
http://dx.doi.org/10.1111/j.1095-8649.2000.tb02192.x
http://dx.doi.org/10.1111/j.1600-0633.2006.00147.x
http://dx.doi.org/10.1111/j.1600-0633.2006.00147.x
http://dx.doi.org/10.1111/j.1600-0633.2006.00147.x
http://dx.doi.org/10.1371/journal.pone.0112280
http://dx.doi.org/10.1371/journal.pone.0112280
http://dx.doi.org/10.1371/journal.pone.0112280
http://dx.doi.org/10.3147/jsfp.27.29
http://dx.doi.org/10.3147/jsfp.27.29
http://dx.doi.org/10.3147/jsfp.27.29
http://dx.doi.org/10.1242/jeb.01477
http://dx.doi.org/10.1242/jeb.01477
http://dx.doi.org/10.1242/jeb.01477
http://dx.doi.org/10.1093/icb/42.1.94
http://dx.doi.org/10.1093/icb/42.1.94
http://dx.doi.org/10.3354/esr00247
http://dx.doi.org/10.3354/esr00247
http://dx.doi.org/10.3354/esr00247
http://dx.doi.org/10.3354/meps10528
http://dx.doi.org/10.3354/meps10528
http://dx.doi.org/10.3354/meps10528
http://dx.doi.org/10.1007/BF00005458
http://dx.doi.org/10.1007/BF00005458


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles false
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage false
  /PreserveDICMYKValues true
  /PreserveEPSInfo false
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Remove
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 200
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.32000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 200
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.32000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 400
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.00000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError false
  /PDFXTrimBoxToMediaBoxOffset [
    34.69606
    34.27087
    34.69606
    34.27087
  ]
  /PDFXSetBleedBoxToMediaBox false
  /PDFXBleedBoxToTrimBoxOffset [
    8.50394
    8.50394
    8.50394
    8.50394
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


