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Migratory birds are able to navigate over great distances with remarkable
accuracy. The mechanism they use to achieve this feat is thought to
involve two distinct steps: locating their position (the ‘map’) and heading
towards the direction determined (the ‘compass’). For decades, this
map-and-compass concept has shaped our perception of navigation in
animals, although the nature of the map remains debated. However, some
recent studies suggest the involvement of the Earth’s magnetic field in the
map step. Here, we tested whether migratory songbirds, Eurasian reed
warblers (Acrocephalus scirpaceus), can determine their position based on
two magnetic field components that are also associated with direction
finding, i.e. magnetic inclination and magnetic declination. During a virtual
magnetic displacement experiment, the birds were exposed to altered
magnetic inclination and magnetic declination values that would indicate a
displacement from their natural migratory corridor, but the total intensity
of the field remained unchanged, creating a spatial mismatch between these
components. The response was a change in the birds’ migratory direction
consistent with a compensatory re-orientation. This suggests that birds can
extract positional as well as directional information from these cues, even
when they are in conflict with another component of the magnetic field. It
remains to be seen whether birds use the total intensity of Earth’s magnetic
field for navigation.

1. Introduction
Many animals that range or migrate over large distances show a remarkable
ability to correct for large-scale displacements from places they have never
been to and return to their desired destination, often over hundreds or
even thousands of kilometres [1–4]. Such remarkable navigational feats are
presumed to be based upon cues detected at the displacement site alone,
without reference to any outward journey information or cues emanating
from the respective destination and have been called ‘true navigation’ [5–
7]. Following Kramer [8,9], it is conventionally thought that the navigation
mechanism that animals use approximates to a map and a compass applied
in a two-step process (map-and-compass concept) [8,10], whereby they first
detect their position (the map step) and then take up the compass direction
towards their goal (the compass step). The stars [11], the sun [12] and the
Earth’s magnetic field [13] have all been shown to be used as cues for the
compass step. The map step is proposed to be based on environmental cues
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that provide some reliable spatial gradients, which the animals learn during their first migration [14,15]. Using at least two such
gradients which would intersect at a reasonably large angle and vary in a large-scale geospatial context would allow animals to
fix their position by means of a ‘bi-coordinate map’ [5,14,16]. However, there is no clear agreement on which cues are involved
and their specific usage is likely to depend on which phase of a navigational task an animal is currently in (long-distance
navigation phase, homing phase or pin-pointing-the-goal phase [15]). Furthermore, there is an ongoing debate over the very
nature of navigational maps in animals [14,15,17].

One line of evidence, however, indicates that animals can use components of the Earth’s magnetic field to assess their
position in a number of different contexts. Magnetic inclination (the dip angle of the field lines), total magnetic intensity (the
combined intensity of the vertical and horizontal components of the magnetic field) and magnetic declination (the difference
between the direction to the geographic and magnetic poles) all show geospatial variation that can be used to locate position.
Although these components are human constructs for measuring and describing the nature of the Earth’s magnetic field, it
does seem that animals respond to artificial changes in these components in a way that is consistent with their use to locate
position. For example, studies on hatchling sea turtles, salmon and eels indicate that they can respond to regional magnetic field
signatures that they have never experienced in a way that is ecologically relevant, suggesting that a series of inherited magnetic
signposts guide their behaviour [18–20]. Alongside this, evidence from homing experiments on newts suggests that magnetic
inclination can form at least one coordinate of a magnetic map [21]. However, it remains to be established how temporal
variation in the magnetic field, which is greater than the spatial variation at the distances used (1–2 km) can be accounted
for in these experiments ([5], see [22] for a possible mechanism). Analyses of ringing data from both songbirds (Eurasian reed
warblers, Acrocephalus scirpaceus) and procellariiform seabirds (Manx shearwaters, Puffinus puffinus) suggest that the magnetic
inclination of the field is used as a positional cue indicating the arrival at the respective natal/breeding area by means of an
imprinting mechanism [23,24]. Other experiments have demonstrated that birds can use some combination of total intensity and
inclination to determine their position on the migratory route and use this as a cue to adjust their behaviour (e.g. adjust the
migratory fuelling) [25,26] (but see [27]).

However, a key focus of the use of the magnetic field as a map cue has been to discover whether it can explain the ability
of animals to apparently perform true navigation. Virtual magnetic displacement experiments, in which captive animals are
subjected to magnetic field conditions simulating a different geographic location, have been employed to study this phenom-
enon in crustaceans (spiny lobsters), amphibians (newts) and reptiles (turtles), as well as birds [21,28–30]. Experiments have
indicated that these animals can use some combination of total magnetic intensity, magnetic inclination and most recently,
magnetic declination [31] to locate their position when displaced from the normal migratory path. However, the nature of
these virtual displacements left it ambiguous as to whether: (i) in the case of newts and lobsters, the magnetic field alone
could provide all cues necessary to locate their position or (ii) in the case of birds, animals were only capable of combining
previously experienced values of the magnetic cues in novel combinations to calculate their position [32], or were capable of
extrapolating from known values of the magnetic field to completely unknown values never experienced before, as would fit
the most comprehensive definition of true navigation [5].

Recent virtual displacement studies with the Eurasian reed warbler, a long-distance migratory songbird, have addressed
these questions. Their results suggest that when inclination, declination and total intensity of the magnetic field are changed
such that all three correspond to the natural magnetic field at a real geographic location, birds respond as if displaced to that
location [30,31]. Even when all three potential cues are combined to correspond to a real location that is outside the known
breeding range, and therefore presenting values of the Earth’s magnetic field the birds have never experienced before, they
were still able to correct for this virtual magnetic displacement and head towards their natural migratory route [32]. However,
when one component (magnetic declination) is changed such that it does not correspond to the others in their known geospatial
context, the birds do not respond [32], instead continuing to take their seasonally appropriate migratory direction. This supports
a magnetic map that can be extrapolated beyond prior experience. However, it is not clear, at this stage, whether the birds
in [32] did not respond to the change in magnetic declination alone because they discarded the magnetic field as unreliable
information due to the discrepancy between the components, and simply used their innate heading (as in e.g. [33–35]), whether
they simply do not use declination as part of their map or whether they weighed the combination of the two unchanged
components corresponding to their current physical location as more reliable than the changed component.

Generally, it is conceivable that birds may weigh the reliability of cues in relation to others and when one does not match
the known geospatial context, it may be discarded. While the weighting of three cues may appear simple, the rather complex
large-scale geospatial variation of inclination, declination and total intensity of the magnetic field across the Earth’s surface
could in practice make it a challenging task. This suggests a more complex cue integration mechanism than a simple ‘bi-coordi-
nate’ gradient map, as has been originally proposed [16]. In order to recognize such a mismatch, the birds would have to have
learned the geospatial variation in all the components relative to each other, extrapolate beyond their prior experience and
recognize that one (in this case magnetic declination [32]) was out of sync. It also suggests that if it is part of the map, magnetic
declination alone does not simply provide a rule of thumb mechanism that helps determine east-west drift independently of
other cues but that the complex geospatial variation of the three components in relation to each other may be encoded into the
birds true navigation map.

In the current study, our aim was to test whether two of the components derived from the Earth’s magnetic field (i.e.
magnetic inclination and magnetic declination) but not the other (i.e. total intensity), can be used alone to indicate position
to a migratory bird, or whether effective positioning requires all three cues to match their actual geospatial context on Earth.
We, therefore, carried out a virtual magnetic displacement experiment with long-distance migratory songbirds during autumn
migration in which magnetic inclination and magnetic declination, but not the total intensity of the magnetic field, were
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changed to match a different location, in order to determine whether these, at least in some cases, may be sufficient to provide
information for the magnetic map.

2. Material and methods
(a) Study species and site
Our species of choice for this study was the Eurasian reed warbler, A. scirpaceus (reed warbler hereafter), which represent a
well-established model species for studies on navigation in night migrating passerine birds [3,30–32,34,35]. Our experiments
were conducted at the Biological Station Lake Neusiedl in Illmitz, Austria (47° 46’ 08.9”N, 16° 45’ 57.2”E). Ringing recoveries
have established that birds at this site are on the eastern side of the migratory divide and migrate southeast during the
autumn (figure 1). We captured 11 adult birds in 2019 and 10 adult birds in 2020, which were held in captivity. The capture,
determination of age, bird housing and husbandry were identical to our previous study and full details can be found in that
article [32]. All birds were released at the capture site after the completion of the study in the same season.

(b) Magnetic displacement experiment
All 21 reed warblers included in our virtual magnetic displacement experiment were repeatedly tested in modified Emlen
funnels while being subjected to two different magnetic field conditions during their autumn migration season in 2019 and
2020, respectively. First, all birds underwent control orientation tests (20–22 September 2019, and 12–14 September 2020; three
tests per individual bird). These tests were performed in the natural magnetic field (NMF) at the test site (NMF: total magnetic
intensity~48 730 nT, magnetic inclination~64.3°, magnetic declination~4.6°).

Following this we conducted tests with all birds in a changed magnetic field (CMF) to simulate a displacement (29 Septem-
ber to 1 October 2019, and 15–21 September 2020; three tests per individual bird). Note that the periods used for tests in
the NMF in 2019 and CMF in 2020 partly overlap (electronic supplementary material, figure S1). The CMF consisted of total
magnetic intensity kept at the natural value of the study site, but the inclination increased by 8.6° and the declination increased
by 9.8° to match values naturally found ca 2700 km to the ENE at our previously used virtual displacement site, Neftekamsk,
Russia [32] (electronic supplementary material, figure S2). Unlike the previous study, where all three cues were changed to
match Neftekamsk, the CMF presented to the birds in the current experiment, in fact does not correspond to any NMF found on
Earth (electronic supplementary material, figure S3). The NMF found around Neftekamsk features a much higher total magnetic
intensity of ~55.510 nT. It would thus test whether birds required all three magnetic parameters to match known spatial context
in order to recognize the change as a displacement, or only the magnetic inclination and magnetic declination.

(c) Magnetic set-up and magnetic field measurements
For manipulating the magnetic field birds experienced during the experiments we used a three-axis, single-wound 2 m × 2 m × 2
m Helmholtz coil. The coil was identical to that used in our previous virtual displacement experiment [32] and full details of the
specifications, procedures to measure the magnetic field produced and heterogeneity measurements can be found in that article.
We had planned to use a double-wrapped Merritt design coil as recommended in [36], but it was not available for technical
reasons. However, the pattern of results from our previous experiment [32] did not suggest that temperature or vibration
explained the results, because two different magnetic field manipulations produced different effects in that experiment. Nor did
it suggest that radio frequency (RF) field effects [37,38] from the power supplies were an issue because controls were also tested
with the power supplies on and oriented in the seasonally appropriate direction.

All tests were conducted in the central area of <1% heterogeneity of the applied field strength (<200 nT). The coils were
powered by three DC power supplies (model BOP 50-2M, Kepco Inc., Flushing, NY, USA). To obtain NMF parameter values
(including its X-, Y- and Z-components) as given in this study, we queried the NOAA World Magnetic Model (WMM, 2019 and
2020, respectively [39]) using coordinates and altitude (113 m) of our study site near Illmitz and the mean dates of the periods
used for our experiments. The CMF parameter values (X-, Y- and Z-components) used for the magnetic displacement were
calculated using the inclination and declination of the virtual magnetic displacement site and the total magnetic intensity of our
study site (obtained from the NOAA website calculator using the WMM model for 2019 and 2020, respectively [39]) as follows:

X-component = (total magnetic intensitys * cosine(magnetic inclinationm)) * sine(magnetic declinationm)
Y-component = (total magnetic intensitys * cosine(magnetic inclinationm)) * cosine(magnetic declinationm)
Z-component = total magnetic intensitys * sine(magnetic inclinationm)
s = study site; m = magnetic displacement site
While in the CMF up to 10 birds were kept in a cubic aviary (80 cm3) in the area of <1% heterogeneity. When being tested,

four Emlen funnels were placed in the same area, above the aviary so that birds never left the area of <1% heterogeneity when
they were being transferred from the aviary to the Emlen funnel.
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(d) Orientation tests
Orientation tests were conducted using Emlen funnels and followed the procedure established in [32,40] and were identical to
those studies, the latter of which was conducted concurrently with the current study. Full details of the procedure including
timing and duration of tests, randomization procedures to avoid temporal and spatial bias in the birds’ position and specifica-
tions of the Emlen funnels can be found in those articles. During NMF tests, the power supplies, which were always located in
the same place, were turned on, but were not connected to the coil, to control for the exposure to their noise and potential RF
fields during testing.

Because the scratch marks that are used to determine the desired direction of birds in Emlen funnel tests are inherently noisy
data with an element of subjectivity, it was essential to ensure that observer bias was controlled for. To achieve this, we took
advantage of the fact that the inner scratch-sensitive lining of each Emlen funnel has a seam. During tests, the alignment of
the funnel seam was alternated in the cardinal compass directions so that these seams were not consistent between birds. The
orientation of the birds was then assessed independently by two researchers who were naive to the actual alignment of the
funnel and calculated it on the assumption that the funnel seam was aligned to the north. The actual funnel seam direction
was then corrected for later. The mean direction of the bird in a given test was calculated as the resultant vector between the
two independent assessors, unless the two directions deviated by more than 30° or if the bird left less than 35 scratch marks (a
commonly used threshold for Emlen funnel experiments [41]), and only if there was a clear unimodal orientation. Birds were
tested three times under each of the two conditions (NMF and CMF). Because individual birds may show migratory activity
but the mean direction of the group is not oriented in a seasonally appropriate direction in a ‘pre-migratory period’ [42,43], it
was necessary to test birds sequentially with control tests to first establish that the group is oriented in a seasonally appropriate
direction. A second-order mean was then calculated from the individual mean directions of each bird for each condition. Only
birds that showed a directional preference during at least two of the orientation tests were included in the dataset. Of the 21
birds tested, 14 showed orientations in at least two tests in the NMF and 16 in the CMF and all these results are available in
electronic supplementary material, table S3 as well as on Figshare [44]. Of those, 12 birds showed orientation in at least two
tests in both conditions (see electronic supplementary material, table S3). Because of the paired design, only birds that showed
orientation in both conditions are presented in the orientation analysis.

(e) Statistical analyses
We used R version 4.0.4 [45] and Oriana version 4 (Kovach computing services, Pentraeth, UK) to conduct analyses of the data.
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Figure 1. Distribution range of reed warblers across Europe, Northern and Central Africa and the geospatial context of cues derived from the Earth’s magnetic field in
these areas. The black dot indicates the location of the study site. The natural migratory direction given in the map (black arrow) has been derived from reed warblers
banded at or near the study site. Mean direction: α = 156°, 95% confidence interval (CI) = 144−175°, n = 19; Rayleigh test of uniformity: r = 0.80, p < 0.001.
The recoveries are depicted as great circle lines (black). The Eurasian reed warblers’ distribution range is shown in yellow (summer), green (all year) and light blue
(winter), respectively. Isolines of cues derived from the Earth’s magnetic field, i.e. magnetic inclination (blue), magnetic declination (red) and total magnetic intensity
(dark grey) are depicted as solid lines. Eurasian reed warbler distribution data were provided by BirdLife International and the Handbook of the Birds of the World
(http://datazone.birdlife.org/species/requestdis). Photo by Flora Bittermann.
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We used the Rayleigh test for uniformity to establish whether the NMF and CMF distributions were significantly different
from a uniform distribution [46]. Additionally, we assessed the likelihood of the 10 models for orientation behaviour described
by [47] for the orientation data obtained under the two conditions using the model selection procedure implemented in the
package ‘CircMLE’ [48]. We compared the models by means of the corrected Akaike information criterion (AICc; [49]) and the
corresponding AICc model weights. We used the non-parametric Moore’s paired test in Oriana on the birds that showed at least
two oriented tests in both conditions to avoid violating the assumption of independent samples in the more commonly used
Mardia–Watson–Wheeler test.

Finally, the method for testing orientation in Emlen funnels necessitates a before and after design, due to the fact that it
must first be established that the group is expressing seasonally appropriate orientation before experimental manipulations
can be performed [42]. This design, however, may bear the risk of an effect of the sequential testing on the results of the
experiment, which then could alternatively be explained by a seasonal change in the birds’ orientation and thus, their inherited
migratory direction. Such a seasonal change in the birds’ orientation, also known by the term ‘Zugknick’, has been reported
for inexperienced individuals of two other migratory songbird species [50–52]. Despite this concern, our previous study in
2018 did not support an effect of time within the season on the observed change in the east-west component of the birds’
orientation established by our model-based analyses [32]. Furthermore, in a study on inexperienced reed warblers tested at the
same site, during the same time and later within the season than the experimental birds in this study, we found a consistent
orientation towards the southeast for the entire time period relevant to the present study [40], consistent with the expected
natural migratory direction (see above) and no support for the presence of a ‘Zugknick’ in this population, at least during the
time of our experiments. Nevertheless, the current study provides two further migratory seasons from two different years to
add to the model-based analysis in [32]. We, therefore, used the same modelling approach as used in [32] but combined the
data from the three seasons in which adult reed warblers were tested (2018, 2019, 2020) to test whether any change in the birds
orientation could be explained by the time of testing rather than the experimental treatment. The data used are available in
electronic supplementary material, table S4 as well as on Figshare [44] and included all birds that showed oriented behaviour
in either condition, not just those that oriented in both conditions. This follows the same approach as reported in [32] and the R
code to reproduce the analysis is deposited on Figshare [53]. We could not find a circular package that allowed us to do a mixed
model analysis on the raw data, and so, as the orientation of birds was found to change mostly in the east-west direction (from
169° (SSE) to 266° (WSW)), we modelled the effect of time within the season on the sine of the directions measured. The sine of
a direction is limited between −1 (sine of 270° (W)) and 1 (sine of 90° (E)). The sine was linearly transformed from its original
scale to the open unit interval (0, 1) following [54] by first taking y' = (y – a)/(b – a), where ‘b’ is the highest possible value (1)
and ‘a’ is the smallest possible value (−1), and then compressed the range to avoid highest and lowest possible values by taking
y'' = (y'(n − 1)+1/2))/n, where ‘n’ is the sample size. This transformation allowed the application of a generalized additive mixed
model (GAMM) of the family ‘betar’. The function ‘gam’ implemented in the R package ‘mgcv’ [55] was used to fit the GAMM
with the day of year as a smoothing term and the magnetic condition as an additional explanatory factor with two levels: NMF
and CMF. The GAMM included the birds’ ID as a random effect to account for non-independence of data from repeated tests
of individuals. Furthermore, the GAMM included the year as a further random effect. No serious violations of the models’
assumptions were discovered when checked using diagnostic plots generated with the function ‘gam.check’ implemented in the
R package ‘mgcv’ [55].

3. Results
In the NMF of the study site, Illmitz, the 12 birds that showed orientation in both groups were oriented towards south-southeast
(figure 2a,b; mean direction α = 169°, 95% CI 138−200°, n = 12; Rayleigh test of uniformity: r = 0.651, p = 0.004; best described by
a unimodal orientation model, see electronic supplementary material, table S1). Subsequently, the same birds were exposed to a
CMF with total magnetic intensity kept at the natural value of the study site, but the magnetic inclination increased by 8.6° and
the magnetic declination increased by 9.8° to match values naturally found ca 2700 km to the ENE at our virtual displacement
site, Neftekamsk, Russia (CMF: total magnetic intensity ~48 730 nT, magnetic inclination ~72.9°, magnetic declination ~14.4°;
electronic supplementary material, figure S2). In the CMF, these birds shifted their orientation compared with the control
direction and were oriented towards the WSW (figure 2b; mean direction α = 266°, 95% CI 225−307°, n = 12; Rayleigh test of
uniformity: r = 0.544, p = 0.025; best described by a unimodal orientation model, see electronic supplementary material, table S1).
The two circular distributions obtained under NMF and CMF conditions were significantly different (figure 2b, Moores test: R’
= 1.33, p < 0.005). This difference is consistent with re-orientation to the site of capture (i.e. study site; direction from the virtual
displacement site: 266°) or the natural migratory corridor and corresponds to the response shown when all cues are changed in
[32] (figure 2c).

The GAMM fitted to test the effect of time within season on individual directions from this data and the data collected
for [32] during autumn 2018 did not support an effect of the time within the season on the east-west component of the birds’
orientation (electronic supplementary material, table S2, figure S4 χ2 = 1.08, p = 0.3), but only an effect of the (experimentally
changed) magnetic conditions (electronic supplementary material, table S2, figure S4: χ2 = 5.52, p < 0.001). We, therefore, argue
that our current results were not affected by any underlying seasonal pattern in the birds’ directional disposition.

5

royalsocietypublishing.org/journal/rspb 
Proc. R. Soc. B 291: rspb20241363

 D
ow

nl
oa

de
d 

fr
om

 h
ttp

s:
//r

oy
al

so
ci

et
yp

ub
lis

hi
ng

.o
rg

/ o
n 

29
 N

ov
em

be
r 

20
24

 



4. Discussion
Our current results together with the results of our preceding study [32] suggest that two components derived from the
Earth’s magnetic field (i.e. magnetic inclination and magnetic declination) are sufficient for reed warblers to determine their
position during autumn migration (figure 2). When we changed magnetic inclination and magnetic declination in a way that
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Figure 2. Predicted responses and results for the CMF treatment. (a) Map illustrating Eurasian reed warblers’ natural migratory direction (black arrow) from the study
site (Illmitz, Austria; black dot) under natural magnetic field (NMF) conditions during autumn and the predicted migratory directions from the virtual displacement
site (Neftekamsk, Russia; white dot) under changed magnetic field (CMF) conditions (magnetic inclination and magnetic declination changed), if birds do (white
arrow) or do not (black arrow) perceive these magnetic values as a translocation and respond by re-orienting towards the site of capture or the migratory corridor
of the population (see figure 1 for map colour key). Dashed isolines give values naturally occurring near the virtual displacement site (see Methods for exact values).
(b) Orientation of birds tested under NMF conditions of the study site (left) and under CMF conditions (right). Black dots indicate the mean direction of each individual
bird tested; arrows show the second-order mean directions and their vector lengths; the inner and outer dashed circles indicate the threshold needed for significance
by the Rayleigh test (p < 0.05 and p < 0.01, respectively); solid lines either side of mean vectors show the 95% confidence intervals. (c) Results from our previous
virtual magnetic displacements [32]. Both the study site and the virtual displacement site are the same as in the current study.
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still followed their large-scale geospatial context during our virtual magnetic displacement experiment, the birds responded
as if they had been displaced to the virtual displacement site and re-oriented towards the initial capture site or their natural
migratory corridor.

If magnetic declination was not detected or used by the birds as a positional cue, then the birds would have faced a mismatch
between the total intensity of the capture site and a higher magnetic inclination value. As magnetic inclination increases in a
northward direction relative to the capture site, the birds’ alternative would have been either to orient in the same direction
as at the capture site as indicated by the total magnetic intensity or in a very similar direction (ca due south) as expected if
they thought they were at a location further north. Orienting westwards would not make ecological sense in either of these
situations and so it seems unlikely that the response of the birds in the current study is a non-specific reaction to a magnetic
field that is geospatially conflicted. In previous experiments where the magnetic field components did not match [32] or were
removed [34], the birds reverted back to orienting in the same direction as at the capture site (i.e. falling back on an innate
compass direction [56,57]). We have never seen reverse orientation, which for this study site, would be northwest. Nevertheless,
follow-up experiments in which inclination alone was changed would be the next step to establish this. Thus, neither total
magnetic intensity, which was not changed to match the virtual displacement site, nor any other putative geospatial cues that
were present at the capture and testing sites, appear to have played any part in the navigational process under the given
circumstances. In the context of our previous experiments on reed warblers suggesting that magnetic declination can form a
part of the navigational map [31] and that this is only true when it matches the geospatial context of the other components
of the magnetic field [32], this could be interpreted as follows: (i) any two of the three components derived from the Earth’s
magnetic field are sufficient to recognize a change in location. In our experiment, the birds may have ignored or significantly
downweighed any positional information provided by total magnetic intensity because it was inconsistent with the other two
components that matched their known geospatial context, i.e. essentially a ‘majority rule’ or (ii) the total magnetic intensity of
the field does not form part of the magnetic map in reed warblers. Further experiments will be needed to discover which of
these is the case. Furthermore, it will also be interesting to see whether the accuracy of the map can be ‘titrated’ as has been
performed with newts [21]. At present, we cannot distinguish between a map based on estimating displacement direction alone,
in which the birds use a ‘rule of thumb’ based on the direction of the increase/decrease in the field components, or a map
encoding both distance and direction, which would be more accurate (see [32] for further discussion of this issue).

Generally, there is still intense debate around the very nature of any navigational map in birds as well as in other animal
taxa [5,7,14,15,17,58]. The results of some previous studies have suggested a significant role of the Earth’s magnetic field as a
source of positional information during navigation, while others have not. In Gray Catbirds (Dumetella carolinensis), e.g. anosmia
but not a magnetic manipulation was found to disrupt their ability to correct for a displacement [33], and olfactory but not
magnetic cues seem to be crucial for navigation in migrating [59] or homing [17,60–62] seabirds, like gulls and procellariiforms,
but see [63,64] for an alternative interpretation. Moreover, a recent virtual magnetic displacement study did not observe
any behavioural response to a change in magnetic declination in European robins (Erithacus rubecula) and garden warblers
(Sylvia borin) [65] even though an experiment at the same site observed a clear behavioural response to the same experimental
treatment in reed warblers [31].

Nevertheless, a significant body of evidence now supports the use of cues derived from the Earth’s magnetic field for
determining position in several bird species [23–27,30–32,42,66–69], and our current results further corroborate the role of a
magnetic map for navigation in night-migratory songbirds, using the reed warbler as a main model species. The present study
suggests that reed warblers can use a combination of magnetic inclination and magnetic declination alone to determine their
approximate position relative to their goal (i.e. map information), but it does not exclude that total intensity can play an
important role in other situations [70] or that it is used as part of the birds’ magnetic map when its value is consistent with those
of magnetic inclination and/or magnetic declination. It is also possible that total intensity cannot be extrapolated beyond prior
experience in the way that inclination and declination are, but that values must have been experienced before being used as part
of the map. It is difficult to imagine, however, why two of the cues could be extrapolated while the third is not.

There are studies suggesting that sea turtles can detect total magnetic intensity and use it in combination with magnetic
inclination, but not magnetic declination, for determining position during migration [71]. Curiously, however, there is little
direct evidence suggesting that birds specifically detect total magnetic intensity (but see [72]), let alone use it for navigation.
Most studies that reported behavioural responses did not isolate changes in total magnetic intensity from changes in the other
magnetic components [30,68–70,73]. Thus, it remains to be clearly established whether this component of the Earth’s magnetic
field is actually detected and used by birds in a navigational context.

Our current discovery that magnetic inclination and magnetic declination alone can be used by birds to determine their
approximate position is in line with a preceding study showing that experienced reed warblers can use magnetic declination
as part of their map [31]. Interestingly, magnetic inclination is used by birds to distinguish between ‘polewards’ and ‘equator-
wards” directions [13] as part of their magnetic compass sense. In birds the magnetic compass sense is proposed to be based
on a radical pair sensory mechanism [74], which involves reversible, light-dependent chemical reactions inside the retina of the
birds’ eyes, with the yield of these reactions depending on the alignment of a specific type of molecule (cryptochromes) relative
to the Earth’s magnetic field axis [75–82].

While birds respond to magnetic inclination and magnetic declination in a compass context, current evidence suggests that
a magnetic sense innervated via the trigeminal nerve is required to provide positional magnetic information [34,35]. The results
of pulse remagnetizations are commonly interpreted as evidence that it is based on magnetic particles [83,84]. The structure and
location of this sensory system are currently unclear [85], although the link to the trigeminal nerve suggests that the beak is
a likely location in birds [86–88]. It is, therefore, possible that even though magnetic inclination and magnetic declination are
associated with the magnetic compass sense, in the case of map navigation, one or both of these cues are detected by a separate
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trigeminal-based ‘magnetic map sense’. Given that the apparent sensitivity of the radical pair-based ‘magnetic compass sense’
in birds to inclination is about 3–5° at best [89,90], it is possible that this is not precise enough to resolve spatial locations for
navigation. It should also be borne in mind though, that magnetic inclination and magnetic declination are human constructs
to describe certain components of the magnetic field based on the way we measure and describe them. If the birds are using
sensory systems with different characteristics to detect directions and locations, they may not perceive magnetic inclination
and magnetic declination as the same components in these different contexts. On the other hand, it remains to be determined
if a magnetic particle-based sense is used by birds to perceive magnetic inclination at all. In principle, if it has properties
comparable to a three-axis magnetometer, then this would be possible through comparing changes in horizontal and vertical
intensity. It thus remains important to understand the properties of the proposed magnetic particle-based sense to understand
what aspects of the magnetic field it may perceive and whether these can be used for navigation.

In newts, it has been suggested that the radical pair-based ‘magnetic compass sense’ provides a spatial reference for a
magnetic particle-based ‘magnetic map sense’, which would be required to detect the magnitude of the cues [91,92]. This is
based on different effects of wavelength of light on the orientation of newts exhibiting ‘shoreward’ orientation versus homing
[92]. In birds however, there is currently no clear evidence of such a difference occurring between the response to different
wavelengths of light of juveniles exhibiting compass orientation [93] and adults that are, in principle, exibiting map navigation
[81]. In order to fully clarify how the two putative magnetic senses may or may not interact in a navigational context, further
targeted research studies will be needed.

The apparent use of magnetic declination as a positional cue also raises the question of how it is determined. It is known that
birds have a time-independent star compass based on locating the centre of celestial rotation [11,94–96], which could provide
the geographical reference throughout the migratory flight under clear conditions. Interestingly, migratory birds have been
shown to be less likely to take off under cloudy conditions [97] and seem less likely to show a compensatory re-orientation for
displacements [98]. Alternatively, it has been shown in a number of experiments that a magnetic compass may be calibrated by
sunset cues [99], maybe related to polarized light cues [100], which could also provide a geographical reference for declination.
However, attempts to show this phenomenon in other species, particularly of the Palaeartic-African migration system, have not
yet been successful [101–103], which raises questions about its validity for the reed warbler. Nevertheless, further experiments
should establish how magnetic declination is determined by birds. The use of magnetic declination also has potential implica-
tions for other experiments using magnetic coils. If coils are poorly calibrated, inadvertent small shifts in magnetic declination
could occur which could have very significant effects on the direction chosen by the birds in Emlen funnels and thus may
confound experimental results.

5. Conclusions
Based on our current results, it appears that birds can use a combination of magnetic inclination and magnetic declination to
locate their position, even when the values of these cues do not match the geospatial variation of the total intensity of the Earth’s
magnetic field. This suggests that a majority rule may apply, or possibly that the total intensity of the magnetic field does not
form a part of the navigational map of birds. Birds use magnetic inclination and magnetic declination to determine direction
during migration. Thus, it seems that cues that are associated with birds’ magnetic compass are also incorporated into their
navigational (magnetic) map. Given that naive migratory songbirds use inherited directions as part of their clock-and-compass
programme to reach their winter grounds during their first migration [14,56,104], it is conceivable that they learn the relative
behaviour of their magnetic compass and their celestial compasses (e.g. their sun and/or star compass) in their geospatial
context as they move along their migration route in order to establish such a navigational (magnetic) map. Whether the total
intensity represents a redundant magnetic map cue and how birds perceive the different magnetic field components in different
contexts still remains to be established.

Ethics. All applicable international, national and/or institutional guidelines for the care and use of animals were followed. The experiments were
conducted in accordance with the national animal welfare legislation of Austria and with permission of the state of Burgenland (Abteilung 4
- Ländliche Entwicklung, Agrarwesen und Naturschutz; permit: A4/NN.AB-10216-7-2019). Additionally, the experiments received local ethical
approval from the animal welfare ethics review body (AWERB) of Bangor University, where the corresponding authors (F.P. and R.A.H.) were
employed during the period of data collection.
Data accessibility. Data and an R script are available via Figshare:

Data: [44].
R script: [53].
Supplementary material is available online [105].

Declaration of AI use. We have not used AI-assisted technologies in creating this article.
Authors’ contributions. F.P.: conceptualization, data curation, formal analysis, investigation, methodology, project administration, visualization,
writing—original draft; D.K.: conceptualization, methodology, writing—review and editing; T.Z.: resources, writing—review and editing; H.M.:
methodology, resources, writing—review and editing; R.A.H.: conceptualization, formal analysis, funding acquisition, methodology, project
administration, resources, supervision, writing—original draft.

All authors gave final approval for publication and agreed to be held accountable for the work performed therein.
Conflict of interest declaration. We declare we have no competing interests.
Funding. This work was supported by BBSRC Responsive Mode grant (BB/R001081/1) to R.A.H., Deutsche Forschungsgemeinschaft (SFB 1372:
‘‘Magnetoreception and navigation in vertebrates’’ and GRK 1885: ‘‘Molecular basis of sensory biology’’), and by the European Research
Council (under the European Union’s Horizon 2020 research and innovation programme, grant agreement no. 810002, Synergy Grant:
‘‘QuantumBirds’’) to H.M.

8

royalsocietypublishing.org/journal/rspb 
Proc. R. Soc. B 291: rspb20241363

 D
ow

nl
oa

de
d 

fr
om

 h
ttp

s:
//r

oy
al

so
ci

et
yp

ub
lis

hi
ng

.o
rg

/ o
n 

29
 N

ov
em

be
r 

20
24

 



Acknowledgements. We thank R. Haider and R. Schalli, Dr I. Maggini, Dr W. Vogl, F. Bittermann, C. Machowetz and all the other volunteers and
helpers from the Biological Station and the Austrian Ornithological Centre. We thank John Phillips and three anonymous reviewers for their
helpful comments on the manuscript. Bird ring recovery data was provided by EURING, the Austrian Ornithological Centre and the Hungarian
Bird Ringing Centre (Zsolt Karcza).

References
1. Perdeck AC. 1958 Two types of orientation in migrating Sturnus vulgaris and Fringilla coelebs. Ardea 46. (doi:10.5253/arde.v1i2.p1)
2. Thorup K, Bisson IA, Bowlin MS, Holland RA, Wingfield JC, Ramenofsky M, Wikelski M. 2007 Evidence for a navigational map stretching across the continental US in a migratory

songbird. Proc. Natl Acad. Sci. USA 104, 18115–18119. (doi:10.1073/pnas.0704734104)
3. Chernetsov N, Kishkinev D, Mouritsen H. 2008 A long-distance avian migrant compensates for longitudinal displacement during spring migration. Curr. Biol. 18, 188–190. (doi:10.

1016/j.cub.2008.01.018)
4. Luschi P, Papi F, Liew HC, Chan EH, Bonadonna F. 1996 Long-distance migration and homing after displacement in the green turtle (Chelonia mydas): a satellite tracking study. J.

Comp. Physiol. A 178. (doi:10.1007/BF00190175)
5. Phillips JB, Schmidt-Koenig K, Muheim R. 2006 True navigation: sensory bases of gradient maps. In Animal spatial cognition: comparative, neural, and computational approaches

(eds MF Brown, RG Cook). See https://www.pigeon.psy.tufts.edu/asc/phillips/.
6. Wiltschko R, Wiltschko W. 2003 Mechanisms of orientation and navigation in migratory birds. In Avian migration (eds P Berthold, E Gwinner, E Sonnenschein), pp. 433–456. Berlin,

Germany: Springer-Verlag. (doi:10.1007/978-3-662-05957-9_31)
7. Mouritsen H. 2003 Spatiotemporal orientation strategies in long distance migrants. In Avian migration (eds P Berthold, E Gwinner, E Sonnenschein), pp. 495–513. Berlin, Germany:

Springer-Verlag. (doi:10.1007/978-3-662-05957-9_34)
8. Kramer G. 1953 Wird die Sonnenhöhe bei der Heimfindeorientierung verwertet? J. Ornithol. 94, 201–219. (doi:10.1007/BF01922508)
9. Kramer G. 1957 Experiments on bird orientation and their interpretation. Ibis. 99, 196–227. (doi:10.1111/j.1474-919X.1957.tb01947.x)
10. Schmidt-Koenig K. 1960 The sun azimuth compass: one factor in the orientation of homing pigeons. Science 131, 826–827. (doi:10.1126/science.131.3403.826)
11. Emlen ST. 1967 Migratory orientation in the indigo bunting, Passerina cyanea. Part II: mechanism of celestial orientation. Auk. 84, 463–489. (doi:10.2307/4083330)
12. Schmidt-Koenig K, Ganzhorn JU, Ranvaud R. 1991 The sun compass. In Orientation in birds (ed. P Berthold), pp. 1–15. Basel, Switzerland: Birkhäuser-Verlag. (doi:10.1007/978-3-

0348-7208-9_1)
13. Wiltschko W, Wiltschko R. 1972 Magnetic compass of European robins. Science 176, 62–64. (doi:10.1126/science.176.4030.62)
14. Holland RA. 2014 True navigation in birds: from quantum physics to global migration. J. Zool. 293, 1–15. (doi:10.1111/jzo.12107)
15. Mouritsen H. 2018 Long-distance navigation and magnetoreception in migratory animals. Nature 558, 50–59. (doi:10.1038/s41586-018-0176-1)
16. Wallraff HG. 1991 Conceptual approaches to avian navigation. In Orientation in birds (ed. P Berthold), pp. 128–165. Basel, Switzerland: Birkhauser. (doi:10.1007/978-3-0348-7208-

9_7)
17. Gagliardo A. 2013 Forty years of olfactory navigation in birds. J. Exp. Biol. 216, 2165–2171. (doi:10.1242/jeb.070250)
18. Lohmann KJ, Cain SD, Dodge SA, Lohmann CMF. 2001 Regional magnetic fields as navigational markers for sea turtles. Science 294, 364–366. (doi:10.1126/SCIENCE.1064557/

SUPPL_FILE/1064557S1_THUMB.GIF)
19. Putman NF, Scanlan MM, Billman EJ, O’Neil JP, Couture RB, Quinn TP, Lohmann KJ, Noakes DLG. 2014 An inherited magnetic map guides ocean navigation in juvenile Pacific

salmon. Curr. Biol. 24, 446–450. (doi:10.1016/j.cub.2014.01.017)
20. Naisbett-Jones LC, Putman NF, Stephenson JF, Ladak S, Young KA. 2017 A magnetic map leads juvenile European eels to the Gulf Stream. Curr. Biol. 27, 1236–1240. (doi:10.1016/j.

cub.2017.03.015)
21. Phillips JB, Freake MJ, Fischer JH, Borland CS. 2002 Behavioral titration of a magnetic map coordinate. J. Comp. Physiol. A. 188, 157–160. (doi:10.1007/s00359-002-0286-x)
22. Diego-Rasilla FJ, Phillips JB. 2021 Evidence for the use of a high-resolution magnetic map by a short-distance migrant, the Alpine newt (Ichthyosaura alpestris). J. Exp. Biol. 224,

jeb238345. (doi:10.1242/jeb.238345)
23. Wynn J, Padget O, Mouritsen H, Perrins C, Guilford T. 2020 Natal imprinting to the Earth’s magnetic field in a pelagic seabird. Curr. Biol. 30, 2869–2873. (doi:10.1016/j.cub.2020.05.

039)
24. Wynn J, Padget O, Mouritsen H, Morford J, Jaggers P, Guilford T. 2022 Magnetic stop signs signal a European songbird’s arrival at the breeding site after migration. Science 375,

446–449. (doi:10.1126/SCIENCE.ABJ4210/SUPPL_FILE/SCIENCE.ABJ4210_DATA_S1.ZIP)
25. Fransson T, Jakobsson S, Johansson P, Kullberg C, Lind J, Vallin A. 2001 Magnetic cues trigger extensive refuelling. Nature 414, 35–36. (doi:10.1038/35102115)
26. Kullberg C, Henshaw I, Jakobsson S, Johansson P, Fransson T. 2007 Fuelling decisions in migratory birds: geomagnetic cues override the seasonal effect. Proc. R. Soc. B Biol. Sci. 274,

2145–2151. (doi:10.1098/rspb.2007.0554)
27. Bulte M, Heyers D, Mouritsen H, Bairlein F. 2017 Geomagnetic information modulates nocturnal migratory restlessness but not fueling in a long distance migratory songbird. J.

Avian Biol. 48, 75–82. (doi:10.1111/JAV.01285)
28. Lohmann KJ, Lohmann CMF, Ehrhart LM, Bagley DA, Swing T. 2004 Geomagnetic map used in sea-turtle navigation. Nature 428, 909–910. (doi:10.1038/428909a)
29. Boles LC, Lohmann KJ. 2003 True navigation and magnetic maps in spiny lobsters. Nature 421, 60–63. (doi:10.1038/nature01226)
30. Kishkinev D, Chernetsov N, Pakhomov A, Heyers D, Mouritsen H. 2015 Eurasian reed warblers compensate for virtual magnetic displacement. Curr. Biol. 25, R822–4. (doi:10.1016/j.

cub.2015.08.012)
31. Chernetsov N, Pakhomov A, Kobylkov D, Kishkinev D, Holland RA, Mouritsen H. 2017 Migratory Eurasian reed warblers can use magnetic declination to solve the longitude problem.

Curr. Biol. 27, 2647–2651. (doi:10.1016/j.cub.2017.07.024)
32. Kishkinev D, Packmor F, Zechmeister T, Winkler HC, Chernetsov N, Mouritsen H, Holland RA. 2021 Navigation by extrapolation of geomagnetic cues in a migratory songbird. Curr.

Biol. 31, 1563–1569. (doi:10.1016/j.cub.2021.01.051)
33. Holland RA, Thorup K, Gagliardo A, Bisson IA, Knecht E, Mizrahi D, Wikelski M. 2009 Testing the role of sensory systems in the migratory heading of a songbird. J. Exp. Biol. 212,

4065–4071. (doi:10.1242/jeb.034504)
34. Pakhomov A, Anashina A, Heyers D, Kobylkov D, Mouritsen H, Chernetsov N. 2018 Magnetic map navigation in a migratory songbird requires trigeminal input. Sci. Rep. 8, 11975.

(doi:10.1038/s41598-018-30477-8)

9

royalsocietypublishing.org/journal/rspb 
Proc. R. Soc. B 291: rspb20241363

 D
ow

nl
oa

de
d 

fr
om

 h
ttp

s:
//r

oy
al

so
ci

et
yp

ub
lis

hi
ng

.o
rg

/ o
n 

29
 N

ov
em

be
r 

20
24

 

http://dx.doi.org/10.5253/arde.v1i2.p1
http://dx.doi.org/10.1073/pnas.0704734104
http://dx.doi.org/10.1016/j.cub.2008.01.018
http://dx.doi.org/10.1016/j.cub.2008.01.018
http://dx.doi.org/10.1007/BF00190175
https://www.pigeon.psy.tufts.edu/asc/phillips/
http://dx.doi.org/10.1007/978-3-662-05957-9_31
http://dx.doi.org/10.1007/978-3-662-05957-9_34
http://dx.doi.org/10.1007/BF01922508
http://dx.doi.org/10.1111/j.1474-919X.1957.tb01947.x
http://dx.doi.org/10.1126/science.131.3403.826
http://dx.doi.org/10.2307/4083330
http://dx.doi.org/10.1007/978-3-0348-7208-9_1
http://dx.doi.org/10.1007/978-3-0348-7208-9_1
http://dx.doi.org/10.1126/science.176.4030.62
http://dx.doi.org/10.1111/jzo.12107
http://dx.doi.org/10.1038/s41586-018-0176-1
http://dx.doi.org/10.1007/978-3-0348-7208-9_7
http://dx.doi.org/10.1007/978-3-0348-7208-9_7
http://dx.doi.org/10.1242/jeb.070250
http://dx.doi.org/10.1126/SCIENCE.1064557/SUPPL_FILE/1064557S1_THUMB.GIF
http://dx.doi.org/10.1126/SCIENCE.1064557/SUPPL_FILE/1064557S1_THUMB.GIF
http://dx.doi.org/10.1016/j.cub.2014.01.017
http://dx.doi.org/10.1016/j.cub.2017.03.015
http://dx.doi.org/10.1016/j.cub.2017.03.015
http://dx.doi.org/10.1007/s00359-002-0286-x
http://dx.doi.org/10.1242/jeb.238345
http://dx.doi.org/10.1016/j.cub.2020.05.039
http://dx.doi.org/10.1016/j.cub.2020.05.039
http://dx.doi.org/10.1126/SCIENCE.ABJ4210/SUPPL_FILE/SCIENCE.ABJ4210_DATA_S1.ZIP
http://dx.doi.org/10.1038/35102115
http://dx.doi.org/10.1098/rspb.2007.0554
http://dx.doi.org/10.1111/JAV.01285
http://dx.doi.org/10.1038/428909a
http://dx.doi.org/10.1038/nature01226
http://dx.doi.org/10.1016/j.cub.2015.08.012
http://dx.doi.org/10.1016/j.cub.2015.08.012
http://dx.doi.org/10.1016/j.cub.2017.07.024
http://dx.doi.org/10.1016/j.cub.2021.01.051
http://dx.doi.org/10.1242/jeb.034504
http://dx.doi.org/10.1038/s41598-018-30477-8


35. Kishkinev D, Chernetsov N, Heyers D, Mouritsen H. 2013 Migratory reed warblers need intact trigeminal nerves to correct for a 1,000 km eastward displacement. PLoS One 8,
e65847. (doi:10.1371/journal.pone.0065847)

36. Kirschvink JL. 1992 Uniform magnetic fields and double-wrapped coil systems: improved techniques for the design of bioelectromagnetic experiments. Bioelectromagnetics 13,
401–411. (doi:10.1002/bem.2250130507)

37. Ritz T, Thalau P, Phillips JB, Wiltschko R, Wiltschko W. 2004 Resonance effects indicate a radical-pair mechanism for avian magnetic compass. Nature 429, 177–180. (doi:10.1038/
nature02534)

38. Leberecht B et al. 2023 Upper bound for broadband radiofrequency field disruption of magnetic compass orientation in night-migratory songbirds. Proc. Natl Acad. Sci. USA 120,
e2301153120. (doi:10.1073/PNAS.2301153120/SUPPL_FILE/PNAS.2301153120.SAPP.PDF)

39. World Magnetic Model (WMM). 2023 National Centers for Environmental Information (NCEI). See https://www.ncei.noaa.gov/products/world-magnetic-model.
40. Packmor F, Kishkinev D, Bittermann F, Kofler B, Machowetz C, Zechmeister T, Zawadzki LC, Guilford T, Holland RA. 2021 A magnet attached to the forehead disrupts magnetic

compass orientation in a migratory songbird. J. Exp. Biol. 224, jeb243337. (doi:10.1242/jeb.243337)
41. Wiltschko W, Munro U, Ford H, Wiltschko R. 1998 Effect of a magnetic pulse on the orientation of Silvereyes, Zosterops l. lateralis, during spring migration. J. Exp. Biol. 201 (Pt 23),

3257–3261. (doi:10.1242/jeb.201.23.3257)
42. Deutschlander ME, Phillips JB, Munro U. 2012 Age-dependent orientation to magnetically-simulated geographic displacements in migratory Australian Silvereyes (Zosterops l.

lateralis). Wilson J. Ornithol. 124, 467–477. (doi:10.1676/11-043.1)
43. Wiltschko R, Munro U, Ford H, Wiltschko W. 2008 Response to the comments by R. Muheim, S. Åkesson, and J.B. Phillips to our paper 'Contradictory results on the role of polarized

light in compass calibration in migratory songbirds'. J. Ornithol. 149, 663–664. (doi:10.1007/s10336-008-0336-4)
44. Packmor F. 2024 Data_Packmor_et_al._2024_PRSB.pdf. figshare. Dataset. (doi:10.6084/m9.figshare.27220764)
45. R Core Team. 2021 R: a language and environment for statistical computing. Vienna, Austria: R Foundation for Statiscical Computing. See https://www.R-project.org.
46. Batschelet E. 1981 Circular statistics in biology. New York, NY: Academic Press.
47. Schnute JT, Groot K. 1992 Statistical analysis of animal orientation data. Anim. Behav. 43, 15–33. (doi:10.1016/S0003-3472(05)80068-5)
48. Fitak RR, Johnsen S. 2017 Bringing the analysis of animal orientation data full circle: model-based approaches with maximum likelihood. J. Exp. Biol. 220, 3878–3882. (doi:10.

1242/JEB.167056/262777/AM/BRINGING-THE-ANALYSIS-OF-ANIMAL-ORIENTATION-DATA)
49. Hurvich CM, Tsai CL. 1989 Regression and time series model selection in small samples. Biometrika 76, 297–307. (doi:10.1093/biomet/76.2.297)
50. Gwinner E, Wiltschko W. 1978 Endogenously controlled changes in migratory direction of the garden warbler, Silvia borin. J. Comp. Physiol. 125, 267–273. (doi:10.1007/

BF00656605)
51. Beck W, Wiltschko W. 1982 The magnetic field as a reference system for genetically encoded migratory direction in pied flycatchers (Ficedula hypoleuca Pallas). Z. Tierpsychol. 60,

41–46. (doi:10.1111/j.1439-0310.1982.tb01075.x)
52. Chernetsov N, Kishkinev D, Gashkov S, Kosarev V, Bolshakov CV. 2008 Migratory programme of juvenile pied flycatchers, Ficedula hypoleuca, from Siberia implies a detour around

Central Asia. Anim. Behav. 75, 539–545. (doi:10.1016/j.anbehav.2007.05.019)
53. Packmor F. 2024 R. Script Packmor et al. 2024 PRSB. figshare. Online resource. (doi:10.6084/m9.figshare.27220812)
54. Smithson M, Verkuilen J. 2006 A better lemon squeezer? Maximum-likelihood regression with beta-distributed dependent variables. Psychol. Methods. 11, 54–71. (doi:10.1037/

1082-989X.11.1.54)
55. Wood SN. 2017 Generalized additive models: an introduction with R, second edition. Gen. Addit. Model. An Introd. with R, Second Ed. 1–476. (doi:10.1201/9781315370279/

GENERALIZED-ADDITIVE-MODELS-SIMON-WOOD)
56. Helbig AJ. 1991 Inheritance of migratory direction in a bird species: a cross-breeding experiment with SE- and SW-migrating blackcaps (Sylvia atricapilla). Behav. Ecol. Sociobiol. 28,

9–12. (doi:10.1007/BF00172133)
57. Wynn J et al. 2023 Naive songbirds show seasonally appropriate spring orientation in the laboratory despite having never completed first migration. Biol. Lett. 19. (doi:10.1098/

rsbl.2022.0478)
58. Alerstam T. 2006 Conflicting evidence about long-distance animal navigation. Science 313, 791–794. (doi:10.1126/science.1129048)
59. Wikelski M et al. 2015 True navigation in migrating gulls requires intact olfactory nerves. Sci. Rep. 5, 17061. (doi:10.1038/srep17061)
60. Pollonara E, Luschi P, Guilford T, Wikelski M, Bonadonna F, Gagliardo A. 2015 Olfaction and topography, but not magnetic cues, control navigation in a pelagic seabird:

displacements with shearwaters in the Mediterranean Sea. Sci. Rep. 5. (doi:10.1038/srep16486)
61. Mouritsen H, Huyvaert KP, Frost BJ, Anderson DJ. 2003 Waved albatrosses can navigate with strong magnets attached to their head. J. Exp. Biol. 206, 4155–4166. (doi:10.1242/jeb.

00650)
62. Benhamou S, Bonadonna F, Jouventin P. 2003 Successful homing of magnet-carrying white-chinned petrels released in the open sea. Anim. Behav. 65, 729–734. (doi:10.1006/

anbe.2003.2092)
63. Jorge PE, Marques PAM, Phillips JB. 2010 Activational effects of odours on avian navigation. Proc. R. Soc. B Biol. Sci. 277, 45–49. (doi:10.1098/rspb.2009.1521)
64. Jorge PE, Marques AE, Phillips JB. 2009 Activational rather than navigational effects of odors on homing of young pigeons. Curr. Biol. 19, 650–654. (doi:10.1016/j.cub.2009.02.066)
65. Chernetsov N, Pakhomov A, Davydov A, Cellarius F, Mouritsen H. 2020 No evidence for the use of magnetic declination for migratory navigation in two songbird species. PLoS One

15, e0232136. (doi:10.1371/journal.pone.0232136)
66. Boström JE, Fransson T, Henshaw I, Jakobsson S, Kullberg C, Åkesson S. 2010 Autumn migratory fuelling: a response to simulated magnetic displacements in juvenile wheatears,

Oenanthe oenanthe. Behav. Ecol. Sociobiol. 64, 1725–1732. (doi:10.1007/s00265-010-0985-1)
67. Ilieva M, Bianco G, Åkesson S. 2018 Effect of geomagnetic field on migratory activity in a diurnal passerine migrant, the dunnock, Prunella modularis. Anim. Behav. 146, 79–85.

(doi:10.1016/j.anbehav.2018.10.007)
68. Fischer J, Munro U, Phillips JB. 2003 Magnetic navigation by an avian migrant? In Avian migration (eds P Berthold, E Gwinner, E Sonnenschein), pp. 423–432. Berlin, Germany:

Springer-Verlag. (doi:10.1007/978-3-662-05957-9_30)
69. Henshaw I, Fransson T, Jakobsson S, Kullberg C. 2010 Geomagnetic field affects spring migratory direction in a long distance migrant. Behav. Ecol. Sociobiol. 64, 1317–1323. (doi:

10.1007/s00265-010-0946-8)
70. Dennis TE, Rayner MJ, Walker MM. 2007 Evidence that pigeons orient to geomagnetic intensity during homing. Proc. R. Soc. B 274, 1153–1158. (doi:10.1098/rspb.2007.3768)
71. Putman NF, Endres CS, Lohmann CMF, Lohmann KJ. 2011 Longitude perception and bicoordinate magnetic maps in sea turtles. Curr. Biol. 21, 463–466. (doi:.org/10.1016/j.cub.

2011.01.057)

10

royalsocietypublishing.org/journal/rspb 
Proc. R. Soc. B 291: rspb20241363

 D
ow

nl
oa

de
d 

fr
om

 h
ttp

s:
//r

oy
al

so
ci

et
yp

ub
lis

hi
ng

.o
rg

/ o
n 

29
 N

ov
em

be
r 

20
24

 

http://dx.doi.org/10.1371/journal.pone.0065847
http://dx.doi.org/10.1002/bem.2250130507
http://dx.doi.org/10.1038/nature02534
http://dx.doi.org/10.1038/nature02534
http://dx.doi.org/10.1073/PNAS.2301153120/SUPPL_FILE/PNAS.2301153120.SAPP.PDF
https://www.ncei.noaa.gov/products/world-magnetic-model
http://dx.doi.org/10.1242/jeb.243337
http://dx.doi.org/10.1242/jeb.201.23.3257
http://dx.doi.org/10.1676/11-043.1
http://dx.doi.org/10.1007/s10336-008-0336-4
http://dx.doi.org/10.6084/m9.figshare.27220764
https://www.R-project.org
http://dx.doi.org/10.1016/S0003-3472(05)80068-5
http://dx.doi.org/10.1242/JEB.167056/262777/AM/BRINGING-THE-ANALYSIS-OF-ANIMAL-ORIENTATION-DATA
http://dx.doi.org/10.1242/JEB.167056/262777/AM/BRINGING-THE-ANALYSIS-OF-ANIMAL-ORIENTATION-DATA
http://dx.doi.org/10.1093/biomet/76.2.297
http://dx.doi.org/10.1007/BF00656605
http://dx.doi.org/10.1007/BF00656605
http://dx.doi.org/10.1111/j.1439-0310.1982.tb01075.x
http://dx.doi.org/10.1016/j.anbehav.2007.05.019
http://dx.doi.org/10.6084/m9.figshare.27220812
http://dx.doi.org/10.1037/1082-989X.11.1.54
http://dx.doi.org/10.1037/1082-989X.11.1.54
http://dx.doi.org/10.1201/9781315370279/GENERALIZED-ADDITIVE-MODELS-SIMON-WOOD
http://dx.doi.org/10.1201/9781315370279/GENERALIZED-ADDITIVE-MODELS-SIMON-WOOD
http://dx.doi.org/10.1007/BF00172133
http://dx.doi.org/10.1098/rsbl.2022.0478
http://dx.doi.org/10.1098/rsbl.2022.0478
http://dx.doi.org/10.1126/science.1129048
http://dx.doi.org/10.1038/srep17061
http://dx.doi.org/10.1038/srep16486
http://dx.doi.org/10.1242/jeb.00650
http://dx.doi.org/10.1242/jeb.00650
http://dx.doi.org/10.1006/anbe.2003.2092
http://dx.doi.org/10.1006/anbe.2003.2092
http://dx.doi.org/10.1098/rspb.2009.1521
http://dx.doi.org/10.1016/j.cub.2009.02.066
http://dx.doi.org/10.1371/journal.pone.0232136
http://dx.doi.org/10.1007/s00265-010-0985-1
http://dx.doi.org/10.1016/j.anbehav.2018.10.007
http://dx.doi.org/10.1007/978-3-662-05957-9_30
http://dx.doi.org/10.1007/s00265-010-0946-8
http://dx.doi.org/10.1098/rspb.2007.3768
http://dx.doi.org/.org/10.1016/j.cub.2011.01.057
http://dx.doi.org/.org/10.1016/j.cub.2011.01.057


72. Mora CV, Bingman VP. 2013 Detection of magnetic field intensity gradient by homing pigeons (Columba livia) in a novel 'virtual magnetic map' conditioning paradigm. PLoS One 8,
e72869. (doi:10.1371/journal.pone.0072869)

73. Mora CV, Davison M, Martin Wild J, Walker MM. 2004 Magnetoreception and its trigeminal mediation in the homing pigeon. Nature 432, 508–511. (doi:10.1038/nature03077)
74. Hore PJ, Mouritsen H. 2016 The radical-pair mechanism of magnetoreception. Annu. Rev. Biophys. 45, 299–344. (doi:10.1146/annurev-biophys-032116-094545)
75. Rodgers CT, Hore PJ. 2009 Chemical magnetoreception in birds: the radical pair mechanism. Proc. Natl Acad. Sci. USA 106, 353–360. (doi:10.1073/pnas.0711968106)
76. Hiscock HG, Worster S, Kattnig DR, Steers C, Jin Y, Manolopoulos DE, Mouritsen H, Hore PJ. 2016 The quantum needle of the avian magnetic compass. Proc. Natl Acad. Sci. USA 113,

4634–4639. (doi:10.1073/pnas.1600341113)
77. Chetverikova R, Dautaj G, Schwigon L, Dedek K, Mouritsen H. 2022 Double cones in the avian retina form an oriented mosaic which might facilitate magnetoreception and/or

polarized light sensing. J. R. Soc. Interface 19, 20210877. (doi:10.1098/rsif.2021.0877)
78. Xu J et al. 2021 Magnetic sensitivity of cryptochrome 4 from a migratory songbird. Nature 594, 535–540. (doi:10.1038/s41586-021-03618-9)
79. Langebrake C, Manthey G, Frederiksen A, Lugo Ramos JS, Dutheil JY, Chetverikova R, Solov’yov IA, Mouritsen H, Liedvogel M. 2024 Adaptive evolution and loss of a putative

magnetoreceptor in passerines. Proc. R. Soc. B 291, 20232308. (doi:10.1098/rspb.2023.2308)
80. Zapka M et al. 2009 Visual but not trigeminal mediation of magnetic compass information in a migratory bird. Nature 461, 1274–1277. (doi:10.1038/nature08528)
81. Wiltschko W, Munro U, Ford H, Wiltschko R. 1993 Red light disrupts magnetic orientation of migratory birds. Nature 364, 525–527. (doi:10.1038/364525a0)
82. Hein CM, Zapka M, Heyers D, Kutzschbauch S, Schneider NL, Mouritsen H. 2010 Night-migratory garden warblers can orient with their magnetic compass using the left, the right or

both eyes. J. R. Soc. Interface 7, S227–33. (doi:10.1098/rsif.2009.0376.focus)
83. Holland RA, Helm B. 2013 A strong magnetic pulse affects the precision of departure direction of naturally migrating adult but not juvenile birds. J. R. Soc. Interface 10, 20121047.

(doi:10.1098/rsif.2012.1047)
84. Munro U, Munro JA, Phillips JB, Wiltschko R, Wiltschko W. 1997 Evidence for a magnetite-based navigational 'map' in birds. Nat. Wiss. 84, 26–28. (doi:10.1007/s001140050343)
85. Treiber CD et al. 2012 Clusters of iron-rich cells in the upper beak of pigeons are macrophages not magnetosensitive neurons. Nature 484, 367–370. (doi:10.1038/nature11046)
86. Heyers D, Zapka M, Hoffmeister M, Wild JM, Mouritsen H. 2010 Magnetic field changes activate the trigeminal brainstem complex in a migratory bird. Proc. Natl Acad. Sci. USA 107,

9394–9399. (doi:10.1073/PNAS.0907068107/SUPPL_FILE/PNAS.200907068SI.PDF)
87. Lefeldt N, Heyers D, Schneider NL, Engels S, Elbers D, Mouritsen H. 2014 Magnetic field-driven induction of ZENK in the trigeminal system of pigeons (Columba livia). J. R. Soc.

Interface 11, 20140777. (doi:10.1098/rsif.2014.0777)
88. Elbers D, Bulte M, Bairlein F, Mouritsen H, Heyers D. 2017 Magnetic activation in the brain of the migratory northern wheatear (Oenanthe oenanthe). J. Comp. Physiol. A Neuroethol.

Sensory Neural Behav. Physiol. 203, 591–600. (doi:10.1007/S00359-017-1167-7/FIGURES/4)
89. Lefeldt N, Dreyer D, Schneider NL, Steenken F, Mouritsen H. 2015 Migratory blackcaps tested in Emlen funnels can orient at 85 degrees but not at 88 degrees magnetic inclination.

J. Exp. Biol. 218, 206–211. (doi:10.1242/jeb.107235)
90. Schwarze S, Steenken F, Thiele N, Kobylkov D, Lefeldt N, Dreyer D, Schneider NL, Mouritsen H. 2016 Migratory blackcaps can use their magnetic compass at 5 degrees inclination,

but are completely random at 0 degrees inclination. Sci. Rep. 6, 33805. (doi:10.1038/srep33805)
91. Phillips JB. 1986 Two magnetoreception pathways in a migratory salamander. Science 233, 765–767. (doi:10.1126/science.3738508)
92. Phillips JB, Borland SC. 1994 Use of a specialized magnetoreception system for homing by the Eastern red-spotted newt Notophthalmus viridescens. J. Exp. Biol. 188, 275–291. (doi:

10.1242/jeb.188.1.275)
93. Munro U, Munro JA, Phillips JB, Wiltschko W. 1997 Effect of wavelength of light and pulse magnetisation on different magnetoreception systems in a migratory bird. Aust. J. Zool.

45, 189–198. (doi:10.1071/ZO96066)
94. Pakhomov A, Anashina A, Chernetsov N. 2017 Further evidence of a time-independent stellar compass in a night-migrating songbird. Behav. Ecol. Sociobiol. 71, 2–7. (doi:10.1007/

s00265-017-2279-3)
95. Mouritsen H, Larsen ON. 2001 Migrating songbirds tested in computer-controlled Emlen funnels use stellar cues for a time-independent compass. J. Exp. Biol. 204, 3855–3865.

(doi:10.1242/jeb.204.22.3855)
96. Wiltschko W, Daum P, Fergenbauer‐Kimmel A, Wiltschko R. 1987 The development of the star compass in garden warblers, Sylvia borin. Ethology 74, 285–292. (doi:10.1111/j.

1439-0310.1987.tb00939.x)
97. Packmor F, Klinner T, Woodworth BK, Eikenaar C, Schmaljohann H. 2020 Stopover departure decisions in songbirds: do long-distance migrants depart earlier and more

independently of weather conditions than medium-distance migrants? Mov. Ecol. 8, 6. (doi:10.1186/s40462-020-0193-1)
98. Thorup K, Rabøl J. 2007 Compensatory behaviour following displacement in migratory birds. A meta-analysis of cage-experiments. Behav. Ecol. Sociobiol. 61, 825–841. (doi:10.

1007/s00265-006-0306-x)
99. Cochran WW, Mouritsen H, Wikelski M. 2004 Migrating songbirds recalibrate their magnetic compass daily from twilight cues. Science 304, 405–408. (doi:10.1126/science.

1095844)
100. Muheim R, Phillips JB, Akesson S. 2006 Polarized light cues underlie compass calibration in migratory songbirds. Science 313, 837–839. (doi:10.1126/science.1129709)
101. Schmaljohann H, Rautenberg T, Muheim R, Naef-Daenzer B, Bairlein F. 2013 Response of a free-flying songbird to an experimental shift of the light polarization pattern around

sunset. J. Exp. Biol. 216, 1381–1387. (doi:10.1242/jeb.080580)
102. Chernetsov N, Kishkinev D, Kosarev V, Bolshakov CV. 2011 Not all songbirds calibrate their magnetic compass from twilight cues: a telemetry study. J. Exp. Biol. 214, 2540–2543.

(doi:10.1242/jeb.057729)
103. Wiltschko R, Munro U, Ford H, Wiltschko W. 2008 Contradictory results on the role of polarized light in compass calibration in migratory songbirds. J. Ornithol. 149, 607–614. (doi:

10.1007/s10336-008-0324-8)
104. Mouritsen H, Mouritsen O. 2000 A mathematical expectation model for bird navigation based on the clock-and-compass strategy. J. Theor. Biol. 207, 283–291. (doi:10.1006/jtbi.

2000.2171)
105. Packmor F, Kishkinev D, Zechmeister T, Mouritsen H, Holland RA. 2024 Supplementary material from: Migratory birds can extract positional information from magnetic inclination

and magnetic declination alone. Figshare. (doi:10.6084/m9.figshare.c.7508090)

11

royalsocietypublishing.org/journal/rspb 
Proc. R. Soc. B 291: rspb20241363

 D
ow

nl
oa

de
d 

fr
om

 h
ttp

s:
//r

oy
al

so
ci

et
yp

ub
lis

hi
ng

.o
rg

/ o
n 

29
 N

ov
em

be
r 

20
24

 

http://dx.doi.org/10.1371/journal.pone.0072869
http://dx.doi.org/10.1038/nature03077
http://dx.doi.org/10.1146/annurev-biophys-032116-094545
http://dx.doi.org/10.1073/pnas.0711968106
http://dx.doi.org/10.1073/pnas.1600341113
http://dx.doi.org/10.1098/rsif.2021.0877
http://dx.doi.org/10.1038/s41586-021-03618-9
http://dx.doi.org/10.1098/rspb.2023.2308
http://dx.doi.org/10.1038/nature08528
http://dx.doi.org/10.1038/364525a0
http://dx.doi.org/10.1098/rsif.2009.0376.focus
http://dx.doi.org/10.1098/rsif.2012.1047
http://dx.doi.org/10.1007/s001140050343
http://dx.doi.org/10.1038/nature11046
http://dx.doi.org/10.1073/PNAS.0907068107/SUPPL_FILE/PNAS.200907068SI.PDF
http://dx.doi.org/10.1098/rsif.2014.0777
http://dx.doi.org/10.1007/S00359-017-1167-7/FIGURES/4
http://dx.doi.org/10.1242/jeb.107235
http://dx.doi.org/10.1038/srep33805
http://dx.doi.org/10.1126/science.3738508
http://dx.doi.org/10.1242/jeb.188.1.275
http://dx.doi.org/10.1071/ZO96066
http://dx.doi.org/10.1007/s00265-017-2279-3
http://dx.doi.org/10.1007/s00265-017-2279-3
http://dx.doi.org/10.1242/jeb.204.22.3855
http://dx.doi.org/10.1111/j.1439-0310.1987.tb00939.x
http://dx.doi.org/10.1111/j.1439-0310.1987.tb00939.x
http://dx.doi.org/10.1186/s40462-020-0193-1
http://dx.doi.org/10.1007/s00265-006-0306-x
http://dx.doi.org/10.1007/s00265-006-0306-x
http://dx.doi.org/10.1126/science.1095844
http://dx.doi.org/10.1126/science.1095844
http://dx.doi.org/10.1126/science.1129709
http://dx.doi.org/10.1242/jeb.080580
http://dx.doi.org/10.1242/jeb.057729
http://dx.doi.org/10.1007/s10336-008-0324-8
http://dx.doi.org/10.1006/jtbi.2000.2171
http://dx.doi.org/10.1006/jtbi.2000.2171
http://dx.doi.org/10.6084/m9.figshare.c.7508090

	Migratory birds can extract positional information from magnetic inclination and magnetic declination alone
	1. Introduction
	2. Material and methods
	(a) Study species and site
	(b) Magnetic displacement experiment
	(c) Magnetic set-up and magnetic field measurements
	(d) Orientation tests
	(e) Statistical analyses

	3. Results
	4. Discussion
	5. Conclusions


