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METHODOLOGY

WATLAS: high-throughput and real-time 
tracking of many small birds in the Dutch 
Wadden Sea
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Ran Nathan4   and Christine E. Beardsworth1,5   

Abstract 

Tracking animal movement is important for understanding how animals interact with their (changing) environment, 
and crucial for predicting and explaining how animals are affected by anthropogenic activities. The Wadden Sea is 
a UNESCO World Heritage Site and a region of global importance for millions of shorebirds. Due to climate change 
and anthropogenic activity, understanding and predicting movement and space-use in areas like the Wadden Sea 
is increasingly important. Monitoring and predicting animal movement, however, requires high-resolution tracking 
of many individuals. While high-resolution tracking has been made possible through GPS, trade-offs between tag 
weight and battery life limit its use to larger species. Here, we introduce WATLAS (the Wadden Sea deployment of 
the ATLAS tracking system) capable of monitoring the movements of hundreds of (small) birds simultaneously in the 
Dutch Wadden Sea. WATLAS employs an array of receiver stations that can detect and localize small, low-cost tags at 
fine spatial (metres) and temporal resolution (seconds). From 2017 to 2021, we tracked red knots, sanderlings, bar-
tailed godwits, and common terns. We use parts of these data to give four use-cases revealing its performance and 
demonstrating how WATLAS can be used to study numerous aspects of animal behaviour, such as, space-use (both 
intra- and inter-specific), among-individual variation, and social networks across levels of organization: from individu-
als, to species, to populations, and even communities. After describing the WATLAS system, we first illustrate space-
use of red knots across the study area and how the tidal environment affects their movement. Secondly, we show 
large among-individual differences in distances travelled per day, and thirdly illustrate how high-throughput WATLAS 
data allows calculating a proximity-based social network. Finally, we demonstrate that using WATLAS to monitor mul-
tiple species can reveal differential space use. For example, despite sanderlings and red knots roosting together, they 
foraged in different areas of the mudflats. The high-resolution tracking data collected by WATLAS offers many pos-
sibilities for research into the drivers of bird movement in the Wadden Sea. WATLAS could provide a tool for impact 
assessment, and thus aid nature conservation and management of the globally important Wadden Sea ecosystem.
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Background
Movement is a fundamental aspect of life and tracking 
wild animals under natural conditions has become cen-
tral to animal behaviour, ecology, and conservation sci-
ence [1–5]. Animal tracking has revealed extreme and 
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large-scale migratory journeys [6, 7] and detailed pat-
terns of habitat use [8, 9], as well as elucidated mecha-
nisms of navigation [10–12], predator–prey dynamics 
[13], and social interactions [14]. Insights from animal 
tracking studies are regularly incorporated in policy and 
conservation management [5, 15]. For example, iden-
tifying important areas for the protection of migration 
routes [16, 17], detecting wildlife crime [18, 19], and 
quantifying the human–wildlife conflict [20].

The introduction of the ‘movement ecology’ framework 
[2], coupled with the rapid development of new tracking 
technologies and data-processing tools [21, 22] has led 
to an exponential increase in animal movement ecology 
research [23]. These developments, particularly the min-
iaturization of tags capable of generating high-through-
put localization data for many individuals simultaneously, 
allow for novel opportunities to address contemporary 
questions on individual, group, population, and commu-
nity-level behaviours in the wild [24, 25]. For instance, 
studies on intra-specific variability [26–28], collective 
behaviour [29], and interactions among individuals and 
species with their physical, biotic, and anthropogenic 
environments [30]. Furthermore, the ongoing miniaturi-
zation of tags allows the tracking of ever smaller species, 
and thus may give a more complete picture of how differ-
ent species use their habitat [1, 25].

The most common automated tracking methods, 
which allow monitoring the movement of animals at high 
temporal (seconds to minutes) and spatial resolution 
(metres) in the wild, are based on Global Navigation Sat-
ellite Systems (GNSS), such as the Global Positioning Sys-
tem (GPS). GPS employs a network of orbiting satellites 
with known locations, which transmit signals to a receiv-
ing tag that uses this information to estimate its position. 
The principal drawback of GPS is that it does not directly 
provide a means of reporting position information back 
to the researcher. The position information is either 
stored and retrieved later or downloaded via an auxiliary 
radio-frequency link. In many cases, loggers cannot be 
retrieved, and the energy costs for transmitting localiza-
tion data from the animal to the researcher are large [31]. 
Therefore, trade-offs between data retrieval, sampling 
frequency, battery size and tag weight often limit the use 
of these tags and the biological insights gained to larger 
species [1, 32]. For example, as biologists aim to deploy 
tags < 3 to 5% of the body weight of the animal to mini-
mize their effects on animal behaviour and survival [33], 
only 19% of bird species are large enough to be tracked 
with 5 g tags without recapturing the animals [25].

When retrieving loggers is impractical, time-of-arrival, 
direction-of-arrival, and frequency-of-arrival systems 
provide an alternative tracking method in which the loca-
tions of transmitters are estimated from known locations 

of receivers. Time-of-arrival systems are also referred 
to as reverse-GPS [34] because radio signals are trans-
mitted  from tags and then localized with  differences in 
arrival timing at surface-based receivers [35], whereas 
GPS-tags are receivers and localized with time-of-arrival 
of radio signals emitted from orbiting satellites. Exam-
ples of reverse-GPS systems are presented by MacCurdy 
et al. [32], Weller-Weiser et al. [34] and Krüger et al. [36]. 
With direction-of-arrival systems an animal’s location is 
estimated from measurements of distances or angles of 
a transmitted radio signal at receivers. The Motus Wild-
life Tracking System [Motus, 37] and Automated Radio 
Telemetry System [ARTS, 38] are examples of direc-
tion-of-arrival transmitter localization. A frequency-of-
arrival system is ARGOS [39] that uses a satellite system 
and Doppler shifts for transmitter localization. Because 
energy costs of transmissions are low and data processing 
is handled outside of the tag at the receiver end, tags for 
time-, direction- and frequency-of-arrival systems can be 
small and lightweight. The smallest VHF (very high fre-
quency) tag compatible with Motus, for instance, weighs 
0.13  g [40]. The spatial resolution of frequency- and 
direction-of-arrival systems, however, is often coarse. 
ARGOS, for example, provides a spatial resolution of 
250–1500 m [39]. Motus and ARTS systems can, by trian-
gulating signal-strength of VHF-tag detections, provide 
localizations at reasonable accuracies of several hundred 
metres. However, the detection ranges are limited to 
hundreds of metres up to a few km, and localization error 
increases with the distance between the tag and receiv-
ers [37, 38, 41, 42]. Successful localizations thus require a 
dense receiver network that limits the size of study area. 
Time-of-arrival transmitter localization tends to be more 
accurate and provides high-throughput localizations, but 
also requires a dense receiver network.

ATLAS (Advanced Tracking and Localization of Ani-
mals in real-life Systems) is a recently developed reverse-
GPS system [34, 43] that builds on the time-of-arrival 
wildlife tracking system of MacCurdy et  al. [35], and 
allows real-time tracking and data collection of many 
small individuals simultaneously. ATLAS comprises 
an array of stationary receivers that continuously listen 
for transmissions from small tags. Locations are calcu-
lated based on differences in tag-signal arrival times at 
minimally three receiver stations. Tags are lightweight 
(0.8  g) and relatively inexpensive (25 €), which facili-
tates tracking small species and hundreds of individuals 
simultaneously [44]. Location data are available without 
retrieval of the tag and in real time, which avoids the 
need to recapture tagged animals for data retrieval, and 
allows for locating tagged individuals for auxiliary behav-
ioural observations [45] or for confirming mortality [9]. 
Whereas GNSS systems and ARGOS allow (near) global 
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tracking, reverse-GPS systems like ATLAS produce loca-
tion data at a more local scale and, for best performance, 
requires ‘line of sight’ between receiver and tag [46]. In 
open landscapes, with published detection ranges up to 
40 km for ATLAS [11], its spatial scale is limited by the 
extent and density of receiver stations. ATLAS has been 
used to track over 50 different species in four countries, 
including sites of high scientific or conservation value, 
such as the Hula Valley in Israel [11, 34] and the Dutch 
Wadden Sea.

The Wadden Sea is recognized as a UNESCO World 
Heritage Site for providing a rich habitat for marine 
mammals [47], fish [48], invertebrates [49], birds [50], 
and especially migratory shorebirds [51]. Shorebirds 
form an important component of the Wadden Sea eco-
system, which they use for breeding [52], refuelling dur-
ing migratory journeys [53], and finding food and safety 
during their non-breeding periods [54–57]. Millions of 
shorebirds depend heavily on the worms, shrimp, snails 
and shellfish that are found on and in the sediments of 
the mudflats [58]. Perhaps uniquely, over the past decade, 
the Wadden Sea has been subject to a large-scale benthic 
macrofauna monitoring survey (Synoptic Intertidal BEn-
thic Survey (SIBES) [59, 60]), which maps food resources 
for shorebirds [54, 61]. Combining resource mapping 
with the simultaneous tracking of many birds offers novel 
opportunities for studies on space use, trophic interac-
tions and collective behaviour in the wild [62]. Many of 
the shorebird species are declining in numbers [50], and 
appear particularly susceptible to the effects of habitat 
destruction, disturbance, overexploitation of resources, 
and global climate change [63]. Detailed studies of 
shorebird space use, in conjunction with knowledge of 
resource landscapes will offer novel ecological insights 
and, in combination with monitoring anthropogenic 
activities, will allow quantifying if and how animals are 
impacted, which may assist in evidence-based conserva-
tion efforts in this important region [64]. Moreover, the 
Wadden Sea with its flat and open landscape, large num-
bers of birds, and conservation value, is an ideal candi-
date for an ATLAS system.

Here, we introduce WATLAS, which is the Wadden 
Sea deployment of the ATLAS tracking system. In 2017, 
WATLAS started with 5 receivers and has since grown 
to have 26 receivers in 2021 (Additional file  1: Fig. S1), 
making it the largest ATLAS system in the world. The 26 
receiver stations are located in the western Dutch Wad-
den Sea and encompass 1326  km2 (Fig. 1) with a focus on 
the mudflats surrounding Griend, an important shore-
bird high-tide roosting site and nature reserve. WATLAS 
allows simultaneous tracking of several hundred ani-
mals at fine temporal and spatial resolution comparable 
to GPS tracking within a specific study region [65]. So 

far, WATLAS has been used to track red knots Calid-
ris canutus (– 120  g), sanderlings Calidris alba (– 50  g), 
bar-tailed godwits Limosa lapponica (– 240 g), and com-
mon terns Sterna hirundo (– 130  g), but there is scope 
to track an even larger range of species. The aim of this 
paper is introducing WATLAS and providing several use-
cases for the system thus demonstrating its strengths for 
studies of movement across levels of organization: from 
individuals, to species, to populations, and even com-
munities. First, to investigate space use and environmen-
tal drivers of movement, we show how space use of red 
knots tracked in 2019 varies across the entire study area 
and on a smaller spatial scale across tidal cycles. Sec-
ond, we give an example of among-individual variation 
in distance travelled for red knots tagged in 2020. Third, 
we show how the fine-scale movement data WATLAS 
provides, and how this allows estimating social interac-
tions (proximity-based networks) in red knots. Fourth, 
as an example of community tracking, we show differ-
ences in home ranges between sanderlings and red knots, 
tracked simultaneously near Richel and Griend. We end 
by discussing how WATLAS offers possibilities for both 
fundamental and applied research into the natural and 
anthropogenic drivers of bird movement in the Wadden 
Sea.

Fig. 1 Map of the study area with the receiver array and beacons 
in 2019. The locations of temporary receivers vary between years 
(Additional File 1: Fig. S1). Land is shown in dark grey, water in blue 
and mudflat in light grey. The red square in the inset shows the study 
area within Europe. Rectangle A shows the area of Richel and Griend 
as shown in Figs. 7, 9. Rectangle B shows the area of Griend as shown 
in Figs. 4, 6. The coordinate system refers to UTM 31 N. © map data 
from Rijkswaterstaat
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Methods
WATLAS comprises an array of receivers that continu-
ously listen for tag transmissions. When a transmission 
is detected, the receiver records the arrival time. These 
arrival time measurements are sent to a centralized 
server where location estimates can be computed when 
at least three receivers detect the signal. Receivers can 
detect a transmission from any tag in the system at any 
time, so the tags can transmit as frequently as a locali-
zation is needed. Beacons (tags that transmit in fixed 
known locations—see the section ‘BEACONS’) enable 
clock-synchronization across receiver stations.

Receivers
The WATLAS system currently consists of 26 receiver 
stations located in the western Wadden Sea (Fig.  1). 
Fourteen receivers were installed on buildings and other 
stable structures where power was available, which 

allowed receivers to be operational year-round. 1-year-
round receiver was placed high on a dune and powered 
with twelve 100  W solar panels (EnjoySolar) that con-
nected to four 100  Ah AGM batteries (Beaut). Eleven 
receivers were placed temporarily on the mudflats. 
Because of the increased likelihood of weather damage 
in winter, the temporary receivers (Fig.  2) were only in 
place between July and November each year. One of these 
temporary receivers was placed on an anchored pontoon 
that housed a solar powered field station (Fig.  2C). The 
other ten temporary receivers were attached to scaffolds 
(Fig. 2A, B) and powered with four 100 W monocrystal-
line solar panels (EnjoySolar) and a 100 W wind turbine 
(Ampair), which were connected to three 100 Ah AGM 
batteries (Beaut). For visibility and safety, a solar powered 
LED-light was placed on top of the scaffold.

Each receiver had a 1.5  m ultra high frequency 
(UHF) antenna (Diamond X-50  N) mounted on a 6-m 

Fig. 2 Examples of the temporary solar- and wind powered receiver stations placed on mudflats shown at A low tide and B high tide, and C on the 
field station
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aluminium scaffold. To increase the range of tag detec-
tions, receiver antennas were placed as high as possible. 
Antenna height for temporary receivers in 2019 was on 
average 9.5  m (range: 8.4–11.7  m) above sea level, and 
on average 18.7  m (range: 10.9–44.4  m) for year-round 
receivers.

A coaxial cable connected the antenna to a water-proof 
cabinet (53 × 43 × 20 cm, in Additional file 1: Fig. S2) via 
a custom built external low noise amplifier (LNA). The 
LNA includes a helical bandpass filter to protect against 
static discharge from thunderclouds. These LNAs con-
nect to a custom front-end unit that acts as a bandpass 
filter, radio frequency limiter, and power supply to the 
LNAs [66]. Next comes the software defined radio (SDR) 
consisting of an USRP N200 with WBX40 daughter board 
(Ettus Research). This SDR precisely timestamps incom-
ing signal detections using a GPS disciplined oscillator 
(GPSDO, Ettus Research). The GPSDO was connected 
to an external amplified ceramic patch antenna (Ettus 
Research), which allowed the clock rates of all receivers 
to be synchronized with the atomic clocks from GPS-sat-
ellites. Signal transmissions are processed by an onboard 
computer (Intel NUC i7) that runs Linux. The number 
of unique tags an ATLAS system can detect depends on 
the processing capability of the onboard computer. With 
our Intel NUCs, we estimate that we can reliably track 
300 unique tags that send a transmission every second 
simultaneously. All receiver stations were connected to 
the internet using a cellular modem (Huawei E3372 4G/

LTE dongle) and an externally mounted antenna (GTT 
OS-UMTS-0103-C0) to send detection reports to a cen-
tral server at NIOZ Royal Netherlands Institute for Sea 
Research. This server runs software that estimates tag 
locations from time-stamped tag and beacon detections 
[34]. All data are stored in an online database running 
MySQL v5.7 [67]. Localizations are visualized on the 
NIOZ webpage in real time [68]. Moreover, system health 
(e.g. battery voltage, power usage, and temperature) can 
also be monitored remotely and in real time for each 
receiver.

Tags
Tags consist of an assembled printed circuit board (PCB), 
a battery, an antenna, and a protective coating (Fig.  3). 
The PCBs are based on a CC1310 or CC1350 microcon-
troller with a built-in radio-frequency (RF) transceiver 
that can transmit a code unique to the tag at 433 MHz. In 
this study, we used 0.6 g PCB-boards (v2.6.1 and 2.6.2f ) 
[44]. The radio signal is emitted through a 17-cm-long 
antenna made of gold plated multistranded steel wire 
with a plastic coating, which can handle mechanical 
stress in a marine environment. Tags were coated with 
a mixture of two-component epoxy (3M Scotch Weld 
DP270). To reduce tag weight, the epoxy was mixed with 
low-density glass spheres at a ratio of 1:2. PCB’s are fitted 
with a (Hall) sensor allowing the tag to be switched on 
and off with a magnet placed next to the tag. Tags oper-
ate at a voltage of 1.8 to 3.8  V and can be fitted with a 

Fig. 3 WATLAS tags and batteries. A tag without battery and coating and a one-euro coin for scale. B 2.4 g coated tag with CR1620 battery. C a 
4.4 g coated tag with CR2032 battery. The batteries of the tags are shown on the left
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range of batteries, for example, a pair of silver oxide bat-
teries (0.26  g), single lithium coin-cell batteries rang-
ing from CR1025 (0.7  g) to CR2477 (10.5  g), or a pair 
of AA batteries (24  g). At signal transmission costs of 
approximately 0.4  mJ, the capacity of the battery deter-
mines the number of transmissions that can be sent, and 
together with the frequency of transmissions, sets the 
tag’s operational lifetime (longevity). In 2017 and 2018 
we used tag transmission intervals of 1 or 3 s, and in later 
years 6 s. With WATLAS, we have used CR1620 (1.3 g) 
and CR2032 batteries (3.0 g), which resulted in final tag 
weights of, respectively, 2.4 and 4.4 g (Fig. 3). With a sig-
nal transmission interval of 6  s this corresponds to an 
estimated longevity of 3 and 8  months for the CR1620- 
and CR2032-loaded tags, respectively (Additional file  1: 
Fig. S3).

Beacons
Beacons were built as standard WATLAS tags, but fitted 
with one lithium C cell and a helical bandpass filter to 
protect against static discharge from thunderclouds and 
connected to a vertical colinear antenna providing 7 dB 
gain in the horizontal plane (Diamond X-50 N) identical 
to the antennas on receivers. The transmission interval of 
beacons was set to 1 s. Seven beacons were mounted on 
6 m aluminium scaffold poles (Additional file 1: Fig. S4). 
To ensure that each receiver detected at least one beacon 
consistently, beacons were placed across the study area 
(Fig. 1 and Additional file 1: Fig. S1). During deployment, 
the locations of receivers and beacons were recorded 
with differential GPS at 1.5 cm accuracy (Topcon HiPer 
SR).

WATLAS costs
The most substantial costs are setting up an initial array 
of receivers. The costs of ATLAS components fluctuate, 
and more economical configurations are being devel-
oped. However, at the time of writing the receiver cabi-
net with the radio frequency electronics costs about 
4500  €. For a temporary receiver station that requires 
an independent power supply, there is an additional cost 
of 5000  € that includes equipment for generating wind 
and solar power, batteries, and scaffolding. Tag cost is 
dominated by costs of assembling the electronics, and 
this largely depends on the numbers of tags produced in 
a batch: 100  € each at 20 pcs and 22  € each at 200 pcs 
[69]. The labour costs of tag assembly can easily cost an 
equal amount. Operational costs can be quite substantial 
as well, such as those for mobile data transfer. For exam-
ple, between August and November 2018 receivers trans-
ferred an average of 14 GB of data per month (7 to 18 GB 
per receiver per month). Per receiver, the monthly costs 
for an unlimited data plan were 35 €.

Tracking shorebirds with WATLAS
We present examples from red knots tracked in 2018 
(N = 93), 2019 (N = 221) and 2020 (N = 56), and sander-
lings tracked in 2018 (N = 35). Red knots were caught on 
Richel (53.28° N, 5.01° E) and Griend (53.25° N, 5.25° E) 
(Fig.  1) with mist nets during new moon periods each 
year between July and October. Most sanderling (N = 33) 
were caught on Griend by means of canon netting on 26 
July 2018, but some by mist-netting on 12 August 2018 
(N = 2). All birds were banded with unique combinations 
of colour-rings and released after gluing a WATLAS tag 
to the skin of their rump with cyanoacrylate glue (Fig. 4). 
WATLAS tags allow free movement of the wings and fall 
off as the feathers underneath the tag regrow. Red knots 
were fitted with 4.4 g tags (Fig. 3C) that were on average 
3.2% (SD = 0.2) of body mass. Sanderling were fitted with 
2.4 g tags (Fig. 3B) that were on average 4.4% (SD = 0.4) of 
body mass. Because red knots and sanderlings can dou-
ble in body mass while fuelling for migration, we believe 
the additional weight of the tag (< 5% of body mass) did 
not cause substantial detrimental effects [33, 70]. All 
birds were released from Richel and Griend.

Accuracy of WATLAS and tracking duration
In another study [65], the bias, accuracy and precision 
of WATLAS was quantified. In brief, WATLAS loca-
tion estimates were comparable to GPS with localization 
errors of 4–6  m. Accuracy was higher if more receivers 
detected the tag and localization error was reduced to a 
few metres. The tag’s location in respect to the receiver 
array configuration had a large effect, with less accurate 
estimates occurring when the tag was on the outskirts or 
outside the array of receivers. The proportion of localiza-
tions of a stationary test tag 1.2 m above ground was over 
90% of the expected fixes, but for tagged red knots on the 
ground this proportion reduced to 51%. Additionally, the 
proportion of accurate localizations of tagged birds was 
higher when they were central to the array, and lower on 
the outskirts of the array (Fig.  6 in [65]). Nonetheless, 
with the small interval between tag transmissions, a fix 
rate of 51% still resulted in near continuous tracking, and 
even near the edges of the array provided reliable and 
useful localizations.

At a 6-s interval, the theoretical longevity of the 4.4 g 
tags attached to red knots was 8  months. Indeed, this 
matched the maximum duration of 239  days that red 
knots were detected in 2019 (Fig. 9 in [44]). Figure 9 in 
Toledo et  al. [44], however, also shows a steady decline 
in the number of unique tags tracked, which was particu-
larly pronounced directly after release. Reasons for this 
decline are multiple and include tags failing, birds dying, 
and birds leaving the tracking area. Another impor-
tant aspect is that the period of tagging coincided with 
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the period that red knots moult into their winter plum-
age [71]. Because we glue the tags to the birds, birds in 
moult will lose their tags and localizations will cease. In 
2021, we recaptured a red knot that was tagged the previ-
ous year and did not show visible signs where the tag had 
been attached.

Pre‑processing WATLAS data to improve position estimates
The accuracy of WATLAS localizations is comparable 
to conventional GNSS systems [65] and to the Hula Val-
ley ATLAS system [34]. However, in common with other 
positioning systems, WATLAS data can contain some 
inaccurate localization estimates. Sources of the localiza-
tion errors can be due to temporary mismatches in clock 
synchronization between receivers, RF-interference, or 
tag signal collisions. To reduce errors in positioning esti-
mates, filtering and smoothing localization data is com-
mon practice in movement ecology [72]. Here, we used 
a simple filter-smoothing process on the estimates that 
are reported by the localization algorithm, namely vari-
ance in the Easting and Northing. We removed localiza-
tions that had variances in Easting and Northing above 
2000  m2 (mean ± SD: 7.4 ± 7.9% of localizations removed 
per individual). Additionally, we smoothed the data 

with ‘runmed’ in R [73] by computing a 5-point median 
smooth across the localizations [54, 72]. After data pro-
cessing, the precision and error of localizations can be 
reduced to several metres [65].

Results
We will demonstrate examples for how WATLAS opens-
up possibilities for studying space-use and environmen-
tal drivers of movement, among-individual variation in 
distance travelled, intra-specific (social) interactions, and 
community tracking with interspecific space use in the 
wild. All analyses were done in R v4.0.2 [73].

Example 1: estimating space‑use
To show how WATLAS can be used to investigate space 
use, e.g. identify hotspots, we created heatmaps of the 
localizations of 221 red knots tracked between 1 August 
2019 and 1 November 2019 (92 days). We created heat-
maps with summed localizations at two spatial scales: the 
large spatial scale of the entire study area in grid cells of 
500 × 500  m, as well as the smaller spatial scale around 
Richel and Griend with grid cells of 250 × 250  m. To 
additionally illustrate how WATLAS data can be used 
to investigate environmental drivers of space use, we 

Fig. 4 A Colour-ringed red knot in winter plumage, bearing a WATLAS tag glued to its rump; the tag antenna can be seen extending beyond the 
tail to the right of the image as indicated with the red arrow. WATLAS tags allow free movement of the wings and fall off as the feathers underneath 
the tag regrow. The inset shows this bird’s localizations around Griend, collected between 15 and 21 September 2017. See rectangle B in Fig. 1 for 
placement of the inset within the study area. © map data from Rijkswaterstaat, and photo taken on 16 September 2017 by Benjamin Gnep
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created heatmaps on a smaller spatial scale separately for 
the different phases of the tidal cycle. The tidal-phases 
were selected based on the water level (NAP; Amsterdam 
Ordnance Datum) at the tide gauge at West-Terschell-
ing including a delay of 30 min due to the distance from 
Griend (53.37° N, 5. 22° E): high tide (> 100 cm NAP), first 
ebb tide (outgoing tide between 50 and 100  cm NAP), 
second ebb tide (outgoing tide between − 50 and 50 cm 
NAP), low tide (< − 50 cm NAP), first flood tide (incom-
ing tide between − 50 and 50 cm NAP), second flood tide 
(incoming tide between 50 and 100 cm NAP). These tags 
were programmed to transmit every 6 s, thus each loca-
tion represents at least 6 s of space use.

The large-scale heatmap confirmed that Richel and 
Griend, where the knots were caught, are hotspots. 
Nonetheless, red knots spread out across the entire study 
area (Fig. 5). It should be noted, however, that the num-
ber of localizations, being related to the density of receiv-
ing stations, is higher in the central part of the area than 
on the border. As can be seen from the localizations 
over relatively deep gullies, several birds moved between 
islands and the mainland (Additional file 1: Fig. S5). Like-
wise, localizations across the North Sea (Fig.  5)  suggest 
that birds crossed in the direction of the United King-
dom. In some cases, these birds were detected up to 
34 km from the closest receiver.

On a smaller spatial scale, the heatmaps for differ-
ent phases of the tidal cycle around Richel and Griend 
showed how the tidal dynamic affects space use of red 
knots on a population level (Fig.  6). With the outgoing 
tide, the birds moved out on the now-exposed mud-
flats in search of invertebrate prey. Interestingly, space-
use differed between ebb and flood tides even though 
the water level was the same. This can, for instance, be 
seen by comparing Fig.  6C with E, and Fig.  6B with F. 
The fewest localizations were observed during the low 
tide period, probably because birds spread out and even 
moved outside the tracking area. With the incoming tide, 
the birds returned and aggregated on Richel and Griend.

Example 2: among‑individual variation in movement
To illustrate the large-scale application of WATLAS 
tracking and to explore among-individual variation in 
space use, we selected data from nine red knots (out of 
56) tracked across a large part of the study area on 17 
October 2020. These tags were programmed to transmit 
every 6 s. Additionally, we calculated cumulative summed 
distance between successive localizations to reveal varia-
tion in daily distances travelled that day for all individuals 
tracked with > 200 localizations (n = 42).

Red knots were successfully localized in large parts of 
the study area, though gaps in the tracks also occurred 
(Fig. 7). These gaps happened especially where the density 
of receivers was low, i.e. when the tag was not within the 
detection range of at least three receivers. The tracking 
data revealed substantial differences among individuals 
in the distance travelled over a 24-h period, which ranged 
between 76 and 302 km  day−1 for all 42 birds (mean ± SD: 
134 ± 42  km   d−1, histogram in Fig.  7). There were also 
differences in the number of localizations between birds 
(mean ± SD = 2433 ± 913  bird−1; range = 426–4253), 
which could explain distance travelled per day, however, 
the relationship between distance travelled and the num-
ber of localizations was non-significant (linear regres-
sion: slope ± SE = 12.8 ± 6.9 m per localization, which is 
not significantly different from zero with p = 0.07). Nev-
ertheless, when dividing the distance travelled by the 
number of localizations per bird, there were still large 
among-individual differences (mean ± SD = 67.0 ± 49.0 m 
per localization; range = 28.3–320.4), showing that the 
among-individual variation in distance travelled is indeed 
not merely caused by differences in the number of suc-
cessful localizations.

Example 3: fine‑scale movement and intra‑specific 
interactions
To illustrate the application of high-resolution WAT-
LAS data for investigating social interactions, we non-
randomly selected seven red knots (out of 79) that were 

Fig. 5 Large-scale space use of 221 red knots tracked between 
1 August and 1 November 2019 (92 days) within the entire study 
area. The colour scale represents the number of localizations in 
500 × 500 m grid cells. Note that the colour scale is logarithmic. 
Water is coloured blue, land dark grey, and mudflats light grey with a 
solid line indicating their boundary. Because the tags send a signal at 
1/6 Hz, each localization represents a minimum of 6 s of space use for 
red knots. The coordinate system refers to UTM 31 N. © map data from 
Rijkswaterstaat
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Fig. 6 Small-scale space use during different phases of the tidal cycle for 221 red knots near Richel and Griend (locations labelled in panel B) 
between 1 August and 1 November 2019 (92 days). Panels show different phases of the tidal cycle from high tide (panel A), through ebb tide 
(panels B and C), to low tide (panel D) and flood tide (panels E and F). The colour scale represents the number of localizations in 250 × 250 m grid 
cells. The boundary of mudflats are indicated with a grey dashed line (i.e. the lowest astronomical tide, LAT). The blue line indicates the lowest water 
level within the different tidal phases. Land is indicated with a solid black line. Because the tags send a signal at 1/6 Hz, each localization represents 
a minimum of 6 s of space use for red knots. See rectangle A in Fig. 1 for placement of this map within the study area. The coordinate system refers 
to UTM 31 N. © map data from Rijkswaterstaat
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tracked near Griend (Fig.  1) between two high tides at 
00:50 and 13:16 CEST on 31 August 2018. These data, 
recorded at 1/3 Hz, were aggregated into 30-s timesteps, 
and the mean coordinates were calculated. Within these 
time steps, social proximity was defined as being within 
50 m of each other [74]. The social network was created 
in R with the library ‘spatsoc’ [75].

The fine-scale movement patterns of the red knots con-
firmed (Fig. 8) that birds roosted on Griend during high 
tide and, as the water recedes with the ebb tide, moved 
out onto the exposed mudflat to forage. While forag-
ing, red knots walk across the mudflat, which results 
in areas with dense localizations. In between foraging 
areas, the birds fly, which is reflected by areas of dense 
localizations connected by lines with sparser localiza-
tions (flight). An animation of the fine-scale movement 
with the incoming tide can be found in the supplement 
(Additional file 2). Tracking the fine-scale movements of 
many tagged animals allows for the investigation of inter-
individual interactions. For instance, the proximity-based 

social network of our subset of seven red knots revealed 
that some individuals were often in close proximity (e.g. 
birds with tag IDs 409 and 412 that have a strong con-
nection in the network as shown by the thick line; Fig. 8), 
whereas some individuals were rarely close to the other 
individuals. The individual with tag ID 458 was mostly 
static, hence rarely close to any other tagged individual 
within this period and this individual was not connected 
to any other bird in the social network. The comparison 
between the tracks and proximity network further shows 
the merit of collecting fine-scale high-resolution track-
ing data. Visually, for example, the individual with tag ID 
409 seems to have much higher overlap with the individ-
ual with tag ID 418 than with the individual with tag ID 
412. Nonetheless, the spatiotemporal proximity network 
shows that individuals with tag IDs 409 and 412 have the 
highest overlap.

Fig. 7 Tracks for a subset of nine individual red knots that differ in the spatial scale of space use across the entire study area. Data collected over 
24 h on 17 October 2020 are shown. The inset shows the histogram of cumulative distance travelled for all 42 birds tracked on this day with > 200 
localizations. © map data from Bing, OpenStreetMap
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Example 4: community tracking
Tracking individuals from different species within one 
region, allows investigations of inter-specific space use. 
To show how space use, comprising individual move-
ments, scales up to community-level space use, we ana-
lyse differences in the home ranges of sanderlings and red 
knots during low tide (water level < 50  cm NAP) when 
foraging areas are available. Kernel densities were calcu-
lated with the R-library ‘amt’ [76] for sanderling and red 
knots tracked simultaneously between 12 and 19 August 
2018 (n = 35 sanderling and n = 93 red knot). The mean 
number of localizations during low tide in this period 
for sanderlings was 1231 fixes (SD 2715) and that for 
red knots was 7678 fixes (SD 8055). Because the num-
bers of localizations are different between species as well 
as individuals, home ranges can be biased towards spe-
cies and individuals with more localizations. To make 
home ranges comparable, we selected birds with similar 
numbers of localizations (> 900 and < 1900 localizations) 
resulting in five sanderlings and five red knots.

The home-range analyses show that although sand-
erlings and red knots both roost on Richel and Griend, 
they differ in their low-tide distribution (Fig.  9). The 
home range of sanderlings appeared larger than that of 
red knots and included intertidal flats near Richel and 
extended more to the east of Griend. The differences in 

Fig. 8 Detailed movements from a subset of seven tracked individual red knots around Griend. Data between two high tides at 00:50 and 
13:16 CEST on 31 August 2018 are shown. The inset shows the proximity network for these seven birds based on a spatial proximity of 50 m (see 
Methods). The colours of individuals in the inset match the tracks, and the larger the circle the more an individual has been in close proximity to 
other birds. If pairs of individuals have been in close proximity to each other they are connected with a line. The weight of the line reflects how 
often they were in close proximity. In total, 79 individuals were localized in this timeframe for which an animation of their movement relative to the 
tide can be found in the Supplementary Information. See rectangle B in Fig. 1 for placement of this map within the study area. © map data from 
Bing, OpenStreetMap

Fig. 9 Space use by sanderlings and red knots. The colour scale 
shows home range estimates with kernel densities for A five 
sanderlings and B five red knots during low tide between 12 and 
19 August 2018. The islets of Richel and Griend are roosting sites for 
these sanderlings and red knots. Water is coloured blue, land dark 
grey, and mudflats light grey. See rectangle A in Fig. 1 for placement 
of this map within the study area. The coordinate system refers to 
UTM 31 N. © map data from Rijkswaterstaat
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space use between sanderlings and red knots might be 
related to differences in the behaviour and spatial dis-
tribution of their prey. For instance, red knots forage 
on patchily distributed and relatively sessile shellfish, 
whereas sanderlings forage on shrimp that are mobile 
and follow the tide.

Discussion
With an array of 26 receiver stations located in the west-
ern Dutch Wadden Sea, WATLAS covers 1326   km2 and 
is currently the largest deployment of an ATLAS track-
ing system worldwide. With examples from red knots 
and sanderlings, we illustrated various applications of 
the high spatial and temporal resolution movement data 
obtained by WATLAS. Moreover, we provided examples 
of how high-throughput movement data can be utilized 
to study important aspects of animal movement ecol-
ogy and space use, such as among-individual variation in 
behaviour, intra-specific interactions (social networks) as 
well as inter-specific interactions (community assembly). 
For regional-scale studies on small animals, reverse-GPS 
systems like ATLAS, are promising.

Technical considerations
For successful localization, reverse-GPS tracking like 
ATLAS, requires at least three receivers to detect the 
tag’s signal, and signal detection requires a ‘line of sight’. 
A study on the accuracy of WATLAS localizations, 
showed that tags (– 1.2  m from ground) were mostly 
detected by receivers within 5  km of the tag [65]. Near 
Richel and Griend, where the distances between receiv-
ers were smallest, localizations were most numerous. 
Near the edges of the array and on the large-scale of the 
entire study area, where the distance between receivers 
was largest (Fig. 1), tags were localized less often, caus-
ing gaps in the tracks (Fig.  7). These gaps can bias esti-
mations of space-use towards areas with a high density 
of receivers. Our analyses of large-scale space-use (Fig. 5) 
can, therefore, be biased towards Richel and Griend and 
requires further scrutiny. To avoid such bias, receivers 
could be placed evenly within the study area. Moreover, 
to avoid missing localizations, the density of receivers 
can be increased, and the array should surround the main 
area of interest [65].

Tags attached to animals in flight generally have larger 
detection ranges than animals on the ground, due to 
their usually greater height. For instance, in another 
ATLAS system [11], Egyptian fruit bats R. aegyptiacus 
were detected during flight up to 40  km away from the 
receivers. In our study system, we recorded similar detec-
tion ranges of birds in flight, and we were able to localize 
them across the entire study area up to 34 km from the 
nearest receiver.

The most substantial costs for reverse-GPS are set-
ting up the initial array of receivers. Once a reverse-
GPS tracking system is in place, the relatively cheap tags 
allow tracking large and representative samples of animal 
populations at low costs [31]. The number of unique tags 
ATLAS systems can detect simultaneously is limited, 
but so far WATLAS has tracked 232 tags simultaneously 
without problems. This limit is set by the processing 
capability of the computer within the receiver, as well as 
interference of overlapping transmissions between tags. 
The percentage of missed tag transmissions increases 
exponentially as a function of the number of transmit-
ters within range (see Fig.  3.5 in [77]). Note that both 
limitations are not an intrinsic limitation of ATLAS, but a 
limitation of the current implementation. More powerful 
processors in the receivers will, for instance, allow more 
and simultaneous tag detections.

Another advantage of ATLAS systems is the weight of 
the trackers. So far, the lightest ATLAS tag (including 
battery and coating) weighs as little as 0.8 g [44], which 
allows tracking small and light-weight individuals that 
were previously too small to track remotely at high spa-
tial accuracy. Other tracking systems that allow tracking 
of smaller free-living individuals, include Motus [37], and 
light-level geolocation data loggers [78]. These devices 
can provide high temporal resolution data or be used to 
track birds over large areas. Compared to ATLAS, how-
ever, the spatial resolution of localizations with Motus 
and geolocation loggers is large (in the order of kms) and 
retrieving data from geolocation loggers requires recap-
turing the tracked animals. Recapturing can be problem-
atic and prevents real-time observations and analyses 
of tracked animals. Another promising tracking system 
is ICARUS [79, 80], but this is under development and 
tags are estimated to be larger than the lightest tags of 
ATLAS.

Compared to GPS systems, reverse-GPS systems have 
dramatically reduced tag energy consumption, which 
allows high temporal resolution localizations to be col-
lected with small batteries [31] and tags can be expected 
to last for longer for a given number of localizations [77]. 
Because of the 8 months maximum lifetime of WATLAS-
tags used in this study, the tags are glued to the backs of 
birds and will fall off during body moult. From an ethical 
perspective this is preferred over, e.g. full-body harnesses 
[81], because animals need to cope with the added weight 
[82] and potential aerodynamic discomfort only tempo-
rarily [83].

Despite the promise of ATLAS, it is necessary to note 
some limitations of the system. Compared to other 
more global tracking systems, ATLAS is limited to much 
smaller scales and therefore is unsuitable for some study 
designs. Furthermore, the ATLAS system was developed 
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and is being applied by multidisciplinary teams of scien-
tists for movement ecology research [43]. Each system 
has been installed and is maintained by scientists, and 
often requires collaborations with landowners and organ-
izations for establishing receiver locations. This is in stark 
contrast to plug-and-play tags like many GPS or ARGOS 
tags. Other biologgers also collect auxiliary information, 
such as altitude and acceleration [21]. While not in use 
(yet) in our WATLAS system, ATLAS tags have also been 
successfully fitted with air-pressure, temperature, and 
humidity sensors [44] and an on-board accelerometer is 
under development. However, remote transfer of data 
from such sensors remains challenging.

Opportunities for animal movement research 
and conservation
Simultaneously tracking many free-living small birds at 
high spatial and temporal resolution, allows for novel 
studies on, e.g. among-individual variation, collective 
behaviour, and inter-specific interactions in the wild 
[62]. Moreover, because individuals from different spe-
cies and different trophic levels can be tracked simul-
taneously, exciting opportunities exist for studying 
movement ecology at the community level [84]. Clearly, 
the list of examples given here is not exhaustive for what 
is possible with an ATLAS system like WATLAS. Many 
individual or environmental factors can be linked with 
movement data which can be used to describe or predict 
behaviour. Specifically, within the Dutch Wadden Sea, 
of particular interest is the ability to combine shorebird 
tracking with knowledge on their food resources. In this 
study, we illustrated differences in home range between 
sanderlings and red knots. Because sanderlings prefer 
shrimp [85] and red knots prefer shellfish [57], the differ-
ences in space-use are likely related to differences in the 
distribution of their preferred prey. Linking space-use 
of these birds with the large-scale mapping of benthic 
resources in collaboration with the SIBES project [59, 
60], will offer exciting opportunities for understanding 
consumer-resource interactions and space-use in inter-
tidal ecosystems. Having long-term tracking systems like 
WATLAS established also allows researchers to sample 
behaviour opportunistically. In 2020, more than 3000 red 
knots with a highly pathogenic avian influenza virus were 
found dead in the Wadden Sea [86]. Avian influenza is a 
disease of global concern, which can affect both domes-
tic and wild populations. However, none of the red knots 
found were tagged with WATLAS, but collecting data on 
movement and social interactions could provide valuable 
insights into disease transmission [87–89].

Despite strong legal protection and management 
measures being in place, many activities occur in the 
Dutch Wadden Sea that can have detrimental effects on 

its inhabitants [90], such as commercial fishing, mining, 
military exercises, tourism, and kite surfing. In combina-
tion with large-scale phenomena, such as sea level rise 
and global warming [91], these anthropogenic activities 
can cause disturbances and habitat destruction, and thus 
contribute to population declines [92, 93]. The causes 
underlying the declines of shorebird population numbers 
in the Wadden Sea are often debated, partly because of 
our limited understanding of environmental processes 
and animal space use, which leads to tension and possi-
bly conflict between stakeholders and management [63, 
90, 94, 95]. The development of WATLAS has opened-
up possibilities for quantifying space use of many small 
shorebirds directly, automatically, and at high spati-
otemporal accuracy. WATLAS could thus aid in stud-
ies of impact assessment on shorebird space use, such 
as assessing the effects of disturbances and habitat loss 
due to land subsidence and sea level rise. More generally, 
WATLAS could facilitate evidence-based conservation, 
and aid the management of this UNESCO world heritage 
site.

Conclusions
In this study, we introduced WATLAS as a high-utility 
tracking system in the Dutch Wadden Sea, capable of 
tracking hundreds of small individuals simultaneously at 
high spatiotemporal resolution. After the initial invest-
ment for an array of receivers (which can be substan-
tial), the costs per tag are low, which facilitates regional, 
long-term studies on movement ecology and space use of 
many individuals and multiple species and facilitates col-
laboration between researchers across research institutes. 
Additionally, maintenance and operating costs need to be 
considered. Because tags are lightweight as well as cheap, 
WATLAS can facilitate studies on, for instance, collective 
behaviour, social information use, and movement ecology 
of entire communities of free-living animals. WATLAS 
can also support evidence-based nature conservation 
and management, for example with assessing the impact 
of anthropogenic activities on space use of shorebirds. 
More generally, with WATLAS, animals can function as 
sentinels informing us about the state of the Wadden Sea 
ecosystem [64, 80], and thus aid nature conservation and 
management of this globally important ecosystem.
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Additional file 1: Fig. S1. Maps of the receiver array and beacon loca-
tions in 2017, 2018 and 2020. Land is shown in dark grey, water in blue 
and mudflat in light grey. See Fig. 1 for the receiver array in 2019. The 
coordinate system refers to UTM 31N. © map data from Rijkswaterstaat. 
Fig. S2. The inside of a receiver cabinet: 1) incoming connection from 
external GPS antenna used to synchronize clocks, 2) input from external 
main antenna, 3) circuit board that controls the power from solar panels 
and wind generators, 4) software defined radio, 5) on-board computer, 6) 
mobile dongle with SIM-card, and 7) antenna for 3G communication. Fig. 
S3. Estimated tag life- span at different transmission intervals for battery 
types CR2032, CR1620 and CR927 that, respectively, weigh 3.3, 2.0 and 0.6 
g. To calculate the life span of tags, the manufacturer-specified capacity 
of the batteries (respectively, 30, 70, and 220 mAh) was reduced by 10 % 
because their capacity will likely not be fully utilized. Fig. S4. One of seven 
beacons mounted on a 6-m aluminium scaffold. Fig. S5. The tracks of 
221 red knots tracked between between 1 August and 1 November 2019, 
coloured by individual. The magenta coloured points indicate the final 
position of a bird.

Additional file 2. Animation of red knot movement near Griend between 
two consecutive high tides. Different individuals are indicated with dif-
ferent colours. However, due to the large number of individuals (N=79), 
colours can be used more than once between individuals.

Additional file 3. GeoTIFF with the number of localizations per grid cell 
used in Fig. 5.

Additional file 4. GeoTIFF with the number of localizations per grid cell 
used in Fig. 6A.

Additional file 5. GeoTIFF with the number of localizations per grid cell 
used in Fig. 6B.

Additional file 6. GeoTIFF with the number of localizations per grid cell 
used in Fig. 6C.

Additional file 7. GeoTIFF with the number of localizations per grid cell 
used in Fig. 6D.

Additional file 8. GeoTIFF with the number of localizations per grid cell 
used in Fig. 6E.

Additional file 9. GeoTIFF with the number of localizations per grid cell 
used in Fig. 6F.

Additional file 10. Data file with localizations to calculate cumulative 
distances and map the tracks for the nine red knots as shown in Fig. 7. TAG 
represents Individual tag identity, TIME is UNIX time (s), X is the X-coordi-
nate of localizations (m, UTM 31N), Y is the Y-coordinate of localizations 
(m, UTM 31N), NBS is the number of base stations used to calculate 
localizations, VARX is the Variance in X coordinates, VARY is the Variance in 
Y coordinates, COVXY is the Covariance between X and Y coordinates, and 
ts is the timestamp (CET).

Additional file 11. Data file with tag ID and cumulative distances (km) 
used for the inset of Fig. 7.

Additional file 12. Data file with localizations to calculate the social net-
work and map tracks for the seven red knots as shown in Fig. 8. TAG repre-
sents Individual tag identity, TIME is UNIX time (s), X is the X-coordinate of 
localizations (m, UTM 31N), Y is the Y-coordinate of localizations (m, UTM 
31N), NBS is the number of base stations used to calculate localizations, 
VARX is the Variance in X coordinates, VARY is the Variance in Y coordi-
nates, COVXY is the Covariance between X and Y coordinates, and ts is the 
timestamp (CET).

Additional file 13. Data file with localizations to calculate home ranges 
for sanderling as shown in Fig. 9A. TAG represents Individual tag identity, 
TIME is UNIX time (s), X is the X-coordinate of localizations (m, UTM 31N), 
Y is the Y-coordinate of localizations (m, UTM 31N), NBS is the number 
of base stations used to calculate localizations, VARX is the Variance 
in X coordinates, VARY is the Variance in Y coordinates, COVXY is the 

Covariance between X and Y coordinates, ts is the timestamp (CET), tideID 
is the tidal cycle identity, tidaltime is the time past high tide (minutes), and 
waterlevel is the waterlevel at west-terschelling (cm).

Additional file 14. Data file with localizations to calculate home ranges 
for red knots as shown in Fig. 9B. TAG represents Individual tag identity, 
TIME is UNIX time (s), X is the X-coordinate of localizations (m, UTM 31N), 
Y is the Y-coordinate of localizations (m, UTM 31N), NBS is the number 
of base stations used to calculate localizations, VARX is the Variance in X 
coordinates, VARY is the Variance in Y coordinates, COVXY is the Covari-
ance between X and Y coordinates, ts is the timestamp (CET), tideID is 
the tidal cycle identity, tidaltime is the time past high tide (minutes), and 
waterlevel is the waterlevel at west-terschelling (cm).

Acknowledgements
Many people and organisations are involved in hosting the WATLAS equip-
ment, without whom this study would be impossible. We therefore thank 
Hoogheemraadschap Hollands Noorderkwartier, Koninklijke Nederlandse 
Redding Maatschappij, Staatsbosbeheer, Marine Eco Analytics, Koninklijke 
Luchtmacht, Het Posthuys (Vlieland), Natuurmonumenten, Wetterskip Fryslan, 
Afsluitdijk Wadden Center, Vermilion, Rijkswaterstaat, Carl Zuhorn, Lenze Hofs-
tee and Lydia de Loos. We thank Natuurmonumenten for access to Griend and 
using their facilities. Also, we thank Hein de Vries, Klaas-Jan Daalder, Hendrik-
Jan Lokhorst, Bram Fey, Wim-Jan Boon from the RV Navicula and RV Stern, as 
well as the many other NIOZ staff and volunteers that facilitated this work. We 
would particularly like to thank Anita Koolhaas, Hinke and Cornelis Dekinga for 
their help with building the receiver stations. We thank Jeras de Jonge, Martin 
Laan, Sander Asjes, and Aris van der Vis for their technical help, and Benjamin 
Gnep for his beautiful photos and persistently replacing broken LNA’s. Thanks 
to Marten Tacoma for visualizing the tracking data in real time on www. nioz. 
nl/ watlas and Ingrid de Raad for help posting WATLAS-related news. We also 
thank the Minerva Foundation and the Minerva Center for Movement Ecology 
for supporting the development and maintenance of all ATLAS systems, and 
for Yotam Orchan and Yoav Bartan for their most valuable technical assistance. 
Finally, we thank Theunis Piersma, three anonymous referees and the associate 
editor for providing valuable comments and suggestions for improvements 
on an earlier version of this manuscript.

Author contributions
AIB conceived the idea for the manuscript, analysed the data and led the writ-
ing of the manuscript; RN and ST developed the ATLAS system and provided 
support throughout data collection; FvM, BD and AD built and maintained the 
WATLAS system and tags, and provided operational support; AIB, AD, LdM, JtH, 
CEB and RAB deployed the receiver stations; AIB, AD, EP, SE, PG, LdM, JtH, RAB, 
and CEB caught and tagged birds. All authors read and approved the final 
manuscript.

Funding
This work was partly funded by the Dutch Research Council grand 
VI.Veni.192.051 awarded to AIB, and Grants from the Israel Science Foundation 
to RN and ST (ISF Grants 965/15 and 1919/19) for supporting the development 
and maintenance of all ATLAS systems.

Availability of data and materials
The datasets supporting the conclusions of this article are included as supple-
mentary material (Additional files 3 to 14). Additional data are available from 
the corresponding author on reasonable request.

Declarations

Ethics approval and consent to participate
Permits to catch, handle and tag sanderlings and red knots was granted to the 
NIOZ under protocol number NIOAVD8020020171505.

Consent for publication
Not applicable.

Competing interests
Not applicable.

https://doi.org/10.1186/s40317-022-00307-w
https://doi.org/10.1186/s40317-022-00307-w
http://www.nioz.nl/watlas
http://www.nioz.nl/watlas


Page 15 of 17Bijleveld et al. Animal Biotelemetry           (2022) 10:36  

Author details
1 Department of Coastal Systems, NIOZ Royal Netherlands Institute for Sea 
Research, 1790 AB Den Burg, Texel, The Netherlands. 2 Groningen Institute 
for Evolutionary Life Sciences (GELIFES), University of Groningen, 11103, 9700 
CC Groningen, The Netherlands. 3 Blavatnik School of Computer Science, 
Tel-Aviv University, 67798 Tel Aviv, Israel. 4 Movement Ecology Laboratory, 
The Alexander Silberman Institute of Life Sciences, The Hebrew University 
of Jerusalem, 91904 Jerusalem, Israel. 5 School of Biological and Environmen-
tal Sciences, Liverpool John Moores University, Liverpool, UK. 6 Department 
of National Marine Facilities, NIOZ Royal Netherlands Institute for Sea Research, 
1790 AB Den Burg, Texel, The Netherlands. 

Received: 26 August 2022   Accepted: 13 November 2022

References
 1. Kays R, Crofoot MC, Jetz W, Wikelski M. Terrestrial animal tracking as an 

eye on life and planet. Science. 2015;348:6240.
 2. Nathan R, Getz WM, Revilla E, Holyoak M, Kadmon R, Saltz D, et al. A 

movement ecology paradigm for unifying organismal movement 
research. Proc Natl Acad Sci USA. 2008;105(49):19052–9.

 3. Tucker MA, Böhning-Gaese K, Fagan WF, Fryxell JM, Van Moorter B, Alberts 
SC, et al. Moving in the Anthropocene: global reductions in terrestrial 
mammalian movements. Science. 2018;359(6374):466–9.

 4. Allen AM, Singh NJ. Linking movement ecology with wildlife manage-
ment and conservation. Front Ecol Evol. 2016;3:155.

 5. Hays GC, Bailey H, Bograd SJ, Bowen WD, Campagna C, Carmichael RH, 
et al. Translating marine animal tracking data into conservation policy 
and management. Trends Ecol Evol. 2019;34(5):459–73.

 6. Gill RE, Tibbitts TL, Douglas DC, Handel CM, Mulcahy DM, Gottschalck 
JC, et al. Extreme endurance flights by landbirds crossing the 
Pacific Ocean: ecological corridor rather than barrier? Proc R Soc B. 
2009;276(1656):447–57.

 7. Lindström Å, Alerstam T, Andersson A, Bäckman J, Bahlenberg P, Bom R, 
et al. Extreme altitude changes between night and day during marathon 
flights of great snipes. Curr Biol. 2021;31(15):3433–9.

 8. Dickie M, McNay SR, Sutherland GD, Cody M, Avgar T. Corridors or risk? 
movement along, and use of, linear features varies predictably among 
large mammal predator and prey species. J Anim Ecol. 2020;89(2):623–34.

 9. Beardsworth CE, Whiteside MA, Laker PR, Nathan R, Orchan Y, Toledo S, 
et al. Is habitat selection in the wild shaped by individual-level cognitive 
biases in orientation strategy? Ecol Lett. 2021;24:751–60.

 10. Guilford T, Biro D. Route following and the pigeon’s familiar area map. J 
Exp Biol. 2014;217(2):169–79.

 11. Toledo S, Shohami D, Schiffner I, Lourie E, Orchan Y, Bartan Y, et al. Cogni-
tive map–based navigation in wild bats revealed by a new high-through-
put tracking system. Science. 2020;369(6500):188–93.

 12. Harten L, Katz A, Goldshtein A, Handel M, Yovel Y. The ontog-
eny of a mammalian cognitive map in the real world. Science. 
2020;369(6500):194–7.

 13. Fortin D, Beyer HL, Boyce MS, Smith DW, Duchesne T, Mao JS. Wolves 
influence elk movements: behavior shapes a trophic cascade in Yellow-
stone National Park. Ecology. 2005;86(5):1320–30.

 14. Strandburg-Peshkin A, Farine DR, Couzin ID, Crofoot MC. Shared 
decision-making drives collective movement in wild baboons. Science. 
2015;348(6241):1358–61.

 15. Choi C-Y, Peng H-B, He P, Ren X-T, Zhang S, Jackson MV, et al. Where to 
draw the line? Using movement data to inform protected area design 
and conserve mobile species. Biol Conserv. 2019;234:64–71.

 16. Middleton AD, Sawyer H, Merkle JA, Kauffman MJ, Cole EK, Dewey SR, 
et al. Conserving transboundary wildlife migrations: recent insights from 
the Greater Yellowstone Ecosystem. Front Ecol Environ. 2020;18(2):83–91.

 17. Pekarsky S, Schiffner I, Markin Y, Nathan R. Using movement ecology to 
evaluate the effectiveness of multiple human-wildlife conflict manage-
ment practices. Biol Conserv. 2021;262: 109306.

 18. Murgatroyd M, Redpath SM, Murphy SG, Douglas DJT, Saunders R, 
Amar A. Patterns of satellite tagged hen harrier disappearances sug-
gest widespread illegal killing on British grouse moors. Nat Commun. 
2019;10(1):1094.

 19. de Knegt HJ, Eikelboom JAJ, van Langevelde F, Spruyt WF, Prins HHT. 
Timely poacher detection and localization using sentinel animal move-
ment. Sci Rep. 2021;11(1):4596.

 20. Preisler HK, Ager AA, Wisdom MJ. Analyzing animal movement patterns 
using potential functions. Ecosphere. 2013;4(3):1–13.

 21. Williams HJ, Taylor LA, Benhamou S, Bijleveld AI, Clay TA, de Grissac S, et al. 
Optimising the use of biologgers for movement ecology research. J Anim 
Ecol. 2020;89(1):186–206.

 22. Joo R, Boone ME, Clay TA, Patrick SC, Clusella-Trullas S, Basille M. Navigat-
ing through the R packages for movement. J Anim Ecol. 2020;89:248–67.

 23. Joo R, Picardi S, Boone ME, Clay TA, Patrick SC, Romero-Romero VS, et al. 
Recent trends in movement ecology of animals and human mobility. 
Mov Ecol. 2022;10(1):26.

 24. Börger L, Bijleveld AI, Fayet AL, Machovsky-Capuska GE, Patrick SC, Street 
GM, et al. Biologging special feature. J Anim Ecol. 2020;89(1):6–15.

 25. Nathan R, Monk CT, Arlinghaus R, Adam T, Alós J, Assaf M, et al. Big-data 
approaches lead to an increased understanding of the ecology of animal 
movement. Science. 2022;375:6582.

 26. Hertel AG, Royauté R, Zedrosser A, Mueller T. Biologging reveals indi-
vidual variation in behavioural predictability in the wild. J Anim Ecol. 
2021;90(3):723–37.

 27. Shaw AK. Causes and consequences of individual variation in animal 
movement. Mov Ecol. 2020;8(1):12.

 28. Verhoeven MA, Loonstra A, Senner NR, McBride AD, Both C, Piersma T. 
Variation from an unknown source: large inter-individual differences in 
migrating black-tailed godwits. Front Ecol Evol. 2019;7:31.

 29. Strandburg-Peshkin A, Farine DR, Crofoot MC, Couzin ID. Habitat and 
social factors shape individual decisions and emergent group structure 
during baboon collective movement. Elife. 2017;6:e19505.

 30. Bedriñana-Romano L, Hucke-Gaete R, Viddi FA, Johnson D, Zerbini AN, 
Morales J, et al. Defining priority areas for blue whale conservation and 
investigating overlap with vessel traffic in Chilean Patagonia, using a fast-
fitting movement model. Sci Rep. 2021;11(1):2709.

 31. MacCurdy RB, Bijleveld AI, Gabrielson RM, Cortopassi KA. Automated 
wildlife radio tracking. In: Zekavat SA, Buehrer RM, editors. Handbook of 
position location: theory, practice, and advances. Hoboken, New Jersey, 
USA: John Wiley & Sons Inc; 2019.

 32. MacCurdy RB, Gabrielson RM, Cortopassi KA. Automated wildlife radio 
tracking. In: Zekavat SA, Buehrer RM, editors. Handbook of position loca-
tion: theory, practice, and advances. Hoboken, New Jersey, USA: John 
Wiley & Sons, Inc.; 2011. p. 1129–67.

 33. Kenward RE. A manual for wildlife radio tagging. Cambridge: Academic 
press; 2001.

 34. Weller-Weiser A, Orchan Y, Nathan R, Charter M, Weiss AJ, Toledo S. 2016 
Characterizing the accuracy of a self-synchronized reverse-GPS wildlife 
localization system. 15th International Conference on Information Pro-
cessing in Sensor Networks. 1–12

 35. MacCurdy RB, Gabrielson RM, Spaulding E, Purgue A, Cortopassi KA, 
Fristrup KM. Automatic animal tracking using matched filters and time 
difference of arrival. J Commun. 2009;4:487–95.

 36. Krüger SW. An inexpensive hyperbolic positioning system for tracking 
wildlife using off-the-shelf hardware. Potchefstroom: North-West Univer-
sity (South Africa), Potchefstroom Campus; 2017.

 37. Taylor P, Crewe T, Mackenzie S, Lepage D, Aubry Y, Crysler Z, et al. The 
Motus wildlife tracking system: a collaborative research network to 
enhance the understanding of wildlife movement. Avian Cons Ecol. 
2017;12(1):8.

 38. Kays R, Tilak S, Crofoot M, Fountain T, Obando D, Ortega A, et al. Tracking 
animal location and activity with an automated radio telemetry system in 
a tropical rainforest. Comput J. 2011;54(12):1931–48.

 39. CLS. 2015 Argos User’s Manual. last. http:// www. argos- system. org/. 
Accessed 28 Mar 2022.

 40. Lotek. Lotek homepage 2022. https:// www. lotek. com/ produ cts/ nanop in/ 
Accessed Nov 5 2022.

 41. Fisher KE, Dixon PM, Han G, Adelman JS, Bradbury SP. Locating large 
insects using automated VHF radio telemetry with a multi-antennae 
array. Methods Ecol Evol. 2021;12(3):494–506.

 42. Rutz C, Morrissey MB, Burns ZT, Burt J, Otis B, St Clair JJ, et al. Calibrating 
animal-borne proximity loggers. Methods Ecol Evol. 2015;6(6):656–67.

 43. Toledo S, Kishon O, Orchan Y, Shohat A, Nathan R. 2016 Lessons and 
experiences from the design, implementation, and deployment of a 

http://www.argos-system.org/
https://www.lotek.com/products/nanopin/


Page 16 of 17Bijleveld et al. Animal Biotelemetry           (2022) 10:36 

wildlife tracking system. 15th International Conference on Information 
Processing in Sensor Networks. 51–60.

 44. Toledo S, Mendel S, Levi A, Vortman Y, Ullmann W, Scherer L-R, et al. 2022 
Vildehaye: A family of versatile, widely-applicable, and field-proven light-
weight wildlife tracking and sensing tags. 21st International Conference 
on Information Processing in Sensor Networks. 1–14.

 45. Ersoy S, Beardsworth CE, Dekinga A, van der Meer M, Piersma T, Groothuis 
TG, et al. Exploration speed in captivity predicts foraging specialisation in 
free-living red knots Calidris canutus. J Anim Ecol. 2022;91:356–66.

 46. Xia H, Bertoni HL, Maciel LR, Lindsay-Stewart A, Rowe R. Radio propaga-
tion characteristics for line-of-sight microcellular and personal communi-
cations. IEEE Trans Antennas Propag. 1993;41(10):1439–47.

 47. Aarts G, Brasseur S, Poos JJ, Schop J, Kirkwood R, van Kooten T, et al. 
Top-down pressure on a coastal ecosystem by harbor seals. Ecosphere. 
2019;10(1): e02538.

 48. van der Veer HW, Dapper R, Henderson PA, Jung AS, Philippart CJ, Witte 
JIJ, et al. Changes over 50 years in fish fauna of a temperate coastal sea: 
degradation of trophic structure and nursery function. Estuar Coast Shelf 
S. 2015;155:156–66.

 49. Beukema J, Dekker R. Half a century of monitoring macrobenthic animals 
on tidal flats in the Dutch Wadden Sea. Mar Ecol Prog Ser. 2020;656:1–18.

 50. van Roomen M, Laursen K, van Turnhout C, van Winden E, Blew J, Eskild-
sen K, et al. Signals from the Wadden Sea: population declines dominate 
among waterbirds depending on intertidal mudflats. Ocean Coast 
Manag. 2012;68:79–88.

 51. van de Kam J, Ens B, Piersma T, Shorebirds ZL. An illustrated behavioral 
ecology. Utrecht The Netherlands: KNNV Publishers; 2004.

 52. Allen AM, Ens BJ, Van de Pol M, Van der Jeugd H, Frauendorf M, Ooster-
beek K, et al. Seasonal survival and migratory connectivity of the Eurasian 
Oystercatcher revealed by citizen science. Auk. 2019;136:1.

 53. Rakhimberdiev E, Duijns S, Karagicheva J, Camphuysen CJ, Dekinga A, 
Dekker R, et al. Fuelling conditions at staging sites can mitigate Arctic 
warming effects in a migratory bird. Nat Commun. 2018;9(1):1–10.

 54. Bijleveld AI, MacCurdy RB, Chan Y-C, Penning E, Gabrielson RM, Cluderay 
J, et al. Understanding spatial distributions: negative density-dependence 
in prey causes predators to trade-off prey quantity with quality. Proc R 
Soc B. 1828;2016(283):20151557.

 55. van Gils JA, Spaans B, Dekinga A, Piersma T. Foraging in a tidally struc-
tured environment by red knots (Calidris canutus): ideal, but not free. 
Ecology. 2006;87(5):1189–202.

 56. Bakker W, Ens BJ, Dokter A, van der Kolk H-J, Rappoldt K, van de Pol M, 
et al. Connecting foraging and roosting areas reveals how food stocks 
explain shorebird numbers. Estuar Coast Shelf S. 2021;259:107458.

 57. Piersma T, Hoekstra R, Dekinga A, Koolhaas A, Wolf P, Battley PF, et al. Scale 
and intensity of intertidal habitat use by knots Calidris canutus in the 
Western Wadden Sea in relation to food, friends and foes. Neth J Sea Res. 
1993;31:331–57.

 58. Zwarts L, Blomert A-M, Wanink JH. Annual and seasonal variation in the 
food supply harvestable by knot Calidris canutus staging in the Wadden 
Sea in late summer. Mar Ecol Prog Ser. 1992. https:// doi. org/ 10. 3354/ 
meps0 83129.

 59. Bijleveld AI, van Gils JA, van der Meer J, Dekinga A, Kraan C, van der Veer 
HW, et al. Designing a benthic monitoring programme with multiple 
conflicting objectives. Methods Ecol Evol. 2012;3(3):526–36.

 60. Compton TJ, Holthuijsen S, Koolhaas A, Dekinga A, ten Horn J, Smith J, 
et al. Distinctly variable mudscapes: distribution gradients of intertidal 
macrofauna across the Dutch Wadden Sea. J Sea Res. 2013;82:103–16.

 61. Oudman T, Piersma T, Ahmedou Salem MV, Feis ME, Dekinga A, 
Holthuijsen S, et al. Resource landscapes explain contrasting patterns 
of aggregation and site fidelity by red knots at two wintering sites. Mov 
Ecol. 2018;6(1):24.

 62. King AJ, Fehlmann G, Biro D, Ward AJ, Fürtbauer I. Re-wilding collective 
behaviour: an ecological perspective. Trends Ecol Evol. 2018;33(5):347–57.

 63. Boere GC, Piersma T. Flyway protection and the predicament of our 
migrant birds: a critical look at international conservation policies and the 
Dutch Wadden Sea. Ocean Coast Manag. 2012;68:157–68.

 64. Piersma T, Lindström Å. Migrating shorebirds as integrative sentinels of 
global environmental change. Ibis. 2004;146:61–9.

 65. Beardsworth CE, Gobbens E, van Maarseveen F, Denissen B, Dekinga A, 
Nathan R, et al. Validating ATLAS: a regional-scale high-throughput track-
ing system. Methods Ecol Evol. 2022;13:1990–2004.

 66. Melamed I, Toledo S. A robust, selective, and flexible RF front-end for 
wideband sampling receivers. ICT Express. 2017;3(2):96–100.

 67. MySQL. MySQL homepage. 2022. https:// www. mysql. com/ Accessed Nov 
5 2022.

 68. NIOZ. WATLAS homepage. 2021. www. nioz. nl/ watlas. Accessed Nov 5 
2022.

 69. Circuithub. Circuithub homepage. 2020 www. circu ithub. com Accessed 
Nov 5 2022.

 70. Naef-Daenzer B, Widmer F, Nuber M. A test for effects of radio-tagging on 
survival and movements of small birds. Avian Science. 2001;1(1):15–23.

 71. Dietz MW, Rogers KG, Piersma T. When the seasons don’t fit: speedy molt 
as a routine carry-over cost of reproduction. PLoS ONE. 2013;8(1):e53890.

 72. Gupte PR, Beardsworth CE, Spiegel O, Lourie E, Toledo S, Nathan R, et al. 
A guide to pre-processing high-throughput animal tracking data. J Anim 
Ecol. 2022;91:287–307.

 73. R Core Team. R: a language and environment for statistical computing. 
Vienna Austria: R foundation for statistical computing; 2020.

 74. Farine DR, Whitehead H. Constructing, conducting and interpreting 
animal social network analysis. J Anim Ecol. 2015;84(5):1144–63.

 75. Robitaille AL, Webber QMR, Vander WE. Conducting social network analy-
sis with animal telemetry data: applications and methods using spatsoc. 
Methods Ecol Evol. 2019;10(8):1203–11.

 76. Signer J, Fieberg J, Avgar T. Animal movement tools (amt): R package for 
managing tracking data and conducting habitat selection analyses. Ecol 
Evol. 2019;9(2):880–90.

 77. MacCurdy RB, Bijleveld AI, Gabrielson RM, Cluderay J, Spaulding EL, Oud-
man T, et al. Automatic, intensive wildlife radiotracking. Untying Knot. 
2015;41:56.

 78. Bridge ES, Kelly JF, Contina A, Gabrielson RM, MacCurdy RB, Winkler DW. 
Advances in tracking small migratory birds: a technical review of light-
level geolocation. J Field Ornithol. 2013;84(2):121–37.

 79. Wikelski M, Kays RW, Kasdin NJ, Thorup K, Smith JA, Swenson GW. Going 
wild: what a global small-animal tracking system could do for experimen-
tal biologists. J Exp Biol. 2007;210(2):181–6.

 80. Jetz W, Tertitski G, Kays R, Mueller U, Wikelski M, Åkesson S, et al. Biological 
earth observation with animal sensors. Trends Ecol Evol. 2022;37(4):293–8.

 81. Chan Y-C, Brugge M, Tibbitts TL, Dekinga A, Porter R, Klaassen RH, et al. 
Testing an attachment method for solar-powered tracking devices on a 
long-distance migrating shorebird. J Ornithol. 2016;157(1):277–87.

 82. Portugal SJ, White CR. Externally attached biologgers cause compensa-
tory body mass loss in birds. Methods Ecol Evol. 2021;00:1–9.

 83. Bowlin MS, Henningsson P, Muijres FT, Vleugels RHE, Liechti F, Heden-
ström A. The effects of geolocator drag and weight on the flight ranges 
of small migrants. Methods Ecol Evol. 2010;1(4):398–402.

 84. Schlägel UE, Grimm V, Blaum N, Colangeli P, Dammhahn M, Eccard JA, 
et al. Movement-mediated community assembly and coexistence. Biol 
Rev. 2020;95(4):1073–96.

 85. Penning E, Verkuil YI, Klunder L, Reneerkens J. Sanderlings use a diverse 
spectrum of prey worldwide but primarily rely on brown shrimp in the 
Wadden Sea. Ardea. in press. https://doi.org/10.5253/arde.2022.a11.

 86. EFSA, ECDC, EURL, Adlhoch C, Fusaro A, Gonzales JL, et al. Avian influenza 
overview December 2020—february 2021. EFSA J. 2021;19(3):e06497.

 87. Fortuna MA, Popa-Lisseanu G, Ibanez C, Bascompte J. The roosting spatial 
network of a bird-predator bat. Ecology. 2009;90(4):934–44.

 88. Altizer S, Bartel R, Han BA. Animal migration and infectious disease risk. 
Science. 2011;331(6015):296–302.

 89. van Dijk JGB, Hoye BJ, Verhagen JH, Nolet BA, Fouchier RAM, Klaassen 
M. Juveniles and migrants as drivers for seasonal epizootics of avian 
influenza virus. J Anim Ecol. 2014;83(1):266–75.

 90. Kabat P, Bazelmans J, van Dijk J, Herman PMJ, van Oijen T, Pejrup M, et al. 
The Wadden Sea region: towards a science for sustainable development. 
Ocean Coast Manag. 2012;68:4–17.

 91. van de Pol M, Ens BJ, Heg D, Brouwer L, Krol J, Maier M, et al. Do 
changes in the frequency, magnitude and timing of extreme climatic 
events threaten the population viability of coastal birds? J Appl Ecol. 
2010;47(4):720–30.

 92. Kraan C, van Gils JA, Spaans B, Dekinga A, Bijleveld AI, van Roomen M, 
et al. Landscape-scale experiment demonstrates that Wadden Sea inter-
tidal flats are used to capacity by molluscivore migrant shorebirds. J Anim 
Ecol. 2009;78(6):1259–68.

https://doi.org/10.3354/meps083129
https://doi.org/10.3354/meps083129
https://www.mysql.com/
http://www.nioz.nl/watlas
http://www.circuithub.com


Page 17 of 17Bijleveld et al. Animal Biotelemetry           (2022) 10:36  

•
 
fast, convenient online submission

 •
  

thorough peer review by experienced researchers in your field

• 
 
rapid publication on acceptance

• 
 
support for research data, including large and complex data types

•
  

gold Open Access which fosters wider collaboration and increased citations 

 
maximum visibility for your research: over 100M website views per year •

  At BMC, research is always in progress.

Learn more biomedcentral.com/submissions

Ready to submit your researchReady to submit your research  ?  Choose BMC and benefit from: ?  Choose BMC and benefit from: 

 93. van Gils JA, Piersma T, Dekinga A, Spaans B, Kraan C. Shellfish dredging 
pushes a flexible avian top predator out of a marine protected area. PLoS 
Biol. 2006;4(12):2399–404.

 94. Wolff WJ. The exploitation of living resources in the Dutch Wadden Sea: a 
historical overview. Helgol Mar Res. 2005;59(1):31–8.

 95. Floor JR, van Koppen CSA, Lindeboom HJ. A review of science–policy 
interactions in the Dutch Wadden Sea — The cockle fishery and gas 
exploitation controversies. J Sea Res. 2013;82:165–75.

Publisher’s Note
Springer Nature remains neutral with regard to jurisdictional claims in pub-
lished maps and institutional affiliations.


	WATLAS: high-throughput and real-time tracking of many small birds in the Dutch Wadden Sea
	Abstract 
	Background
	Methods
	Receivers
	Tags
	Beacons
	WATLAS costs
	Tracking shorebirds with WATLAS
	Accuracy of WATLAS and tracking duration
	Pre-processing WATLAS data to improve position estimates

	Results
	Example 1: estimating space-use
	Example 2: among-individual variation in movement
	Example 3: fine-scale movement and intra-specific interactions
	Example 4: community tracking

	Discussion
	Technical considerations
	Opportunities for animal movement research and conservation

	Conclusions
	Acknowledgements
	References




