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Mikellidou K, Turi M, Burr DC. Spatiotopic coding during
dynamic head tilt. J Neurophysiol 117: 808–817, 2017. First pub-
lished November 30, 2016; doi:10.1152/jn.00508.2016.—Humans
maintain a stable representation of the visual world effortlessly,
despite constant movements of the eyes, head, and body, across
multiple planes. Whereas visual stability in the face of saccadic eye
movements has been intensely researched, fewer studies have inves-
tigated retinal image transformations induced by head movements,
especially in the frontal plane. Unlike head rotations in the horizontal
and sagittal planes, tilting the head in the frontal plane is only partially
counteracted by torsional eye movements and consequently induces a
distortion of the retinal image to which we seem to be completely
oblivious. One possible mechanism aiding perceptual stability is an
active reconstruction of a spatiotopic map of the visual world, an-
chored in allocentric coordinates. To explore this possibility, we
measured the positional motion aftereffect (PMAE; the apparent
change in position after adaptation to motion) with head tilts of �42°
between adaptation and test (to dissociate retinal from allocentric
coordinates). The aftereffect was shown to have both a retinotopic and
spatiotopic component. When tested with unpatterned Gaussian blobs
rather than sinusoidal grating stimuli, the retinotopic component was
greatly reduced, whereas the spatiotopic component remained. The
results suggest that perceptual stability may be maintained at least
partially through mechanisms involving spatiotopic coding.

NEW & NOTEWORTHY Given that spatiotopic coding could play
a key role in maintaining visual stability, we look for evidence of
spatiotopic coding after retinal image transformations caused by head
tilt. To this end, we measure the strength of the positional motion
aftereffect (PMAE; previously shown to be largely spatiotopic after
saccades) after large head tilts. We find that, as with eye movements,
the spatial selectivity of the PMAE has a large spatiotopic component
after head rotation.

head tilt; PMAE; retinotopic; spatiotopic coding; visual stability

AS WE MOVE THROUGH THE WORLD, our eyes, head, and body are
in continual motion, yet the world appears absolutely stable,
and we are able to interact with it effortlessly. One possible
mechanism aiding visual stability could be the construction of
a map anchored in real-world, allocentric coordinates, which
would work in conjunction with retinotopic maps. The exis-
tence of such a map would not necessarily substitute a retino-
topic-based coordinate system into which all images are ini-

tially encoded, but rather help maintain stability in the face of
prominent image transformations induced by eye and head
movements (see Burr and Morrone 2012 for review). However,
despite solid evidence from psychophysical and imaging stud-
ies in humans as well as electrophysiological studies of non-
human primates, the notion of spatiotopy has been highly
controversial.

Adaptation, a widely used psychophysical technique, has
been proven invaluable in the study of spatiotopy because it
allows adaptation of one retinal region and testing of another
by interspersing an eye movement between the two periods.
Adaptation has shown that position, orientation, event time,
and numerosity are at least partially encoded in allocentric
coordinates (Arrighi et al. 2014; Burr and Morrone 2011; Burr
et al. 2007; Demeyer et al. 2010; Fornaciai et al. 2016; Melcher
2005; Morrone et al. 2010; Turi and Burr 2012; Zimmermann
et al. 2011, 2013). In addition, adaptation to color also seems
to be head-centered (Wittenberg et al. 2008), whereas contrast,
thought to be processed primarily in V1, seems to be purely
retinotopic (Melcher 2005).

Spatiotopic coding has also been demonstrated using other
psychophysical techniques. Howe et al. (2011) showed that
attention is allocated in spatiotopic coordinates by evaluating
visual tracking performance of multiple targets. Pertzov et al.
(2010) showed that inhibition of return (inferior performance
for stimuli positioned at recently cued locations) is compro-
mised when the target and cue share the same screen (not
retinal) coordinates. This evidence, however, has been dis-
puted, because others have argued that the native coordinate
system of spatial attention is retinotopic (Golomb et al. 2008).
In addition, we have recently shown that the oblique effect,
superior performance for stimuli at cardinal orientations (0°
and 90°) compared with oblique orientations (45°), remains
anchored in allocentric coordinates, irrespective of head posi-
tion (Mikellidou et al. 2015). Melcher and Morrone (2003)
showed that motion signals can be integrated across saccades,
provided they are spatially coincident, and Ong et al. (2009)
have shown that short-term memory for motion is encoded in
spatiotopic coordinates, providing further evidence for func-
tional spatiotopy in motion areas such as MT. Again, this work
has been challenged (Morris et al. 2010).

Motion aftereffects (MAE) have been proven to be a partic-
ularly useful tool to demonstrate spatiotopy. Whereas the
standard motion aftereffect is entirely retinotopic, as originally
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reported by Addams (1834) and subsequently confirmed by
others (Knapen et al. 2009; Wenderoth and Wiese 2008;
Wohlgemuth 1911), the positional motion aftereffect (PMAE)
turns out to be spatiotopic (Turi and Burr 2012). In the PMAE,
adaptation to motion within a window causes a subsequent
presentation of the windowed grating to appear displaced in the
direction opposite to the direction of adapting motion (Nishida
and Johnston 1999; Snowden 1998). The effect is spatially
selective, and if a saccadic eye-movement is interspersed
between the adaptation and test, the selectivity is in spatiotopic
coordinates (Turi and Burr 2012). Despite both effects being
motion induced, they appear to be distinct; whereas the clas-
sical MAE exhibits very high dependence on the spatiotempo-
ral characteristics of the adapting and test stimuli (Cameron et
al. 1992; Thompson 1981), the PMAE appears to be impervi-
ous to any stimulus alterations (McGraw et al. 2002). This lack
of stimulus specificity suggests that the PMAE occurs at a
“higher level” visual brain area, in contrast to the classical
MAE that most likely occurs at a “low-level” area.

Spatiotopic coding has also been observed at the neural level
in both single-cell recordings in primates and imaging studies
in humans. In fact, the first evidence for spatiotopic coding
came from single-cell recoding in the monkey, showing that
neurons in V6 have spatial tuning invariant with gaze position
(Galletti et al. 1993), later also reported in the ventral intrapa-
rietal cortex (VIP) by Duhamel et al. (1997). Subsequently, the
same group showed that V6 is organized in a retinotopic
fashion, with individual cells showing a sensitivity to the real
motion of objects in allocentric coordinates (Gamberini et al.
2015). Even in the primary visual cortex, V1, the selectivity
has been shown to modulate to some extent with gaze (Ce-
lebrini et al. 2009; Durand et al. 2010). Vestibular input
modulates the activity of single units in the mammalian visual
cortex (Jung et al. 1963), and in nonhuman primates, a sub-
population of V1 neurons have head-centered receptive fields
that use eye position information to shift their receptive field
location and their retinal orientation tuning, partly compensat-
ing for the ocular counter-roll reflex (OCR) (Daddaoua et al.
2014). Similarly, in the cat visual cortex, a minority of cortical
units change receptive field orientation following the spatial
rather than the retinal orientation of the stimulus (Denney and
Adorjani 1972; Horn and Hill 1969). Imaging studies have
reported that the blood oxygen level-dependent (BOLD) re-
sponse of the human MT� complex, and much of parietal
cortex, varies with gaze position in a way that is consistent
with spatiotopic coding (Crespi et al. 2011; d’Avossa et al.
2006), but like most evidence for spatiotopy, this result has
been contested (Gardner et al. 2008). Subsequent studies
showed that spatiotopy is attention dependent: when attention
was directed toward the stimuli, as occurs in normal viewing,
the selectivity was in external coordinates; however, when
attention was directed to the fovea (Gardner et al. 2008), a
large retinotopic component emerged (Crespi et al. 2011).

Most studies of spatiotopy have investigated the conse-
quences of saccadic eye movements on spatial selectivity.
However, head movements can also provide major challenges
to visual stability. Whereas rotations in the horizontal and
sagittal planes can be compensated by eye movements, tilting
the head in the frontal plane causes retinal image distortions
that are only partially counteracted by torsional eye rotation.
Variations of head tilt in the frontal plane activate the OCR by

rotating slightly both eyes in the opposite direction of head tilt
to partially counteract the resulting image distortion. The OCR
is a response of the otolith organs, which detect changes in the
direction of gravitational force during static head tilt. These
compensatory eye movements correct only about 10% of the
total amount of tilt for head tilts up to 45° (Bockisch and
Halswanter 2001) with a small drift during sustained head tilt
(Palla et al. 2006). However, Medendorp et al. (2002) observed
no systematic directional errors when participants were asked
to look to remembered targets following intervening torsional
head movements. Similar results were also observed with
passive head movements (Klier and Angelaki 2008; Klier et al.
2008). These results suggest that visual stability is maintained
during head tilt by active neural mechanisms. Spatiotopic
coding could play a part in maintaining stability.

Given the emerging evidence from diverse methodologies
suggesting that spatiotopic coding occurs in several visual
areas and that this coding could play a key role in maintaining
visual stability, in this study we looked for evidence of spa-
tiotopic coding after retinal image transformations caused by
head tilt, using a similar methodology to Turi and Burr (2012).
We measured the strength of the PMAE after large head tilts
and found that, as with saccadic eye movements, the spatial
selectivity of the PMAE has a large spatiotopic component
after head rotations along the frontal plane.

METHODS

Participants. Nine observers (1 female; age range 18–35 yr)
participated in the first experiment, and six of them also participated
in the second experiment (all males; age range 18–35 yr). All
observers were naive to the objective of the experiments, except
authors M. Turi (sinusoidal grating and unpatterned Gaussian blob
experiment) and K. Mikellidou (sinusoidal grating experiment only).
All had normal or corrected-to-normal vision. Experimental proce-
dures were approved by the regional ethics committee (Comitato
Etico Pediatrico Regionale-Azienda Ospedaliero-Universitaria Meyer,
Florence) and are in line with the Declaration of Helsinki. All
participants gave informed written consent.

Stimuli and apparatus. Stimuli were generated under MATLAB
version 7.6 using Psychtoolbox routines (Brainard 1997; Kleiner et al.
2007) and presented on a linearized, gamma-corrected, 19-in. Barco
CRT monitor with 1,024 � 768 resolution at a refresh rate of 60 Hz
and mean luminance of 38 cd/m2. Subjects viewed the stimuli binoc-
ularly from a distance of 57 cm. We eliminated all visual references
by running the experiment in total darkness throughout the study. In
experiment 2, we carried out an additional step to eliminate any
remaining visual references that could potentially be used as spatio-
topic points of reference; stimuli were viewed through a dark circular
tube, making the visible screen circular instead.

Adaptation stimuli were two Gaussian-windowed sinusoidal grat-
ings, modulated in luminance on a gray background [carrier frequency
was 1 cycle/deg, drift velocity 3 deg/s (3 Hz), Gaussian space constant
1°, contrast 0.9]. The two gratings were horizontally aligned and
separated by 3.8° from each other and placed at 1.9° above the center
of the screen. In experiment 1, the test stimuli were identical to the
adaptation stimuli, except that the former were stationary. In experi-
ment 2, test stimuli were unpatterned Gaussian-windowed patches
with Gaussian space constant 1° and contrast 0.9. To regulate the
angle of the head tilt, a special V-shaped headrest was constructed
comprising two resting wooden plates each deviating 30° from the
vertical midline (as shown in Figs. 1).

Before the main experiments, the range of retinal cyclotorsion
across a 60° headrest was measured for each individual separately. To
determine the exact degree of image displacement as each participant
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tilted their head from one side of the headrest to the other, we
employed the iconic afterimage technique shown in Fig. 1 (Afraz and
Cavanagh 2009). Participants placed their head on the right plate of
the headrest and fixated a white fixation point on the screen while two
horizontally aligned bright circles of 1° diameter, separated by 3.8°
from each other and 1.9° above the screen center, were presented for
30 s. After extinction of the white circles, participants moved their
head to the left plate of the headrest while keeping fixation and were
asked to adjust, using key arrows, the angle of two bright circles on
the screen to match the afterimage created on their retina. The two
gratings rotated together as a single object around the fixation point,
and � corresponds to the matched angle for each participant individ-
ually (see Fig. 1). This process was repeated three times to obtain an
average value, which was subsequently used as the position of the
adapting stimuli in the retinotopic condition of experiments 1 and 2.
These measurements allowed us to compensate for individual differ-
ences in head size, which would affect the size of the head rotation,
and also to discount any corrective torsional eye movements. Table 1
shows the average stimulus displacement for each participant (n � 9).
As expected, there is considerable intersubject variability of the image
displacement.

Moreover, to verify that the angle measured in the pre-retinotopic
experiment using the iconic afterimage technique (Afraz and Ca-

vanagh 2009) was reasonable, at the end of the experiments we
additionally recorded kinematics data about the head rotation from
two subjects (S2 and S7) using a mobile device placed on the back of
the subjects’ head. The head orientation position signal was sampled
at 30 Hz using an Android phone application (Sensor Kinetics by
RotoView; Innoventions, Houston, TX) and then calculated by the
app integrating the signal from the built-in accelerometer and gyro-
scope, expressed as angles of deviation from the horizontal axis.

In Fig. 2, A and B, we plotted the head tilt angle from the two
subjects for the entire duration of the experiment, and as can be seen,
the total amount of head rotation for both subjects was similar to those
measured by the iconic afterimage technique (S2: 44.4° vs. 42.6°; S5:
37.3° vs. 38.1°; using the afterimage technique and Android app,
respectively). In Fig. 2, C and D, we plotted subsampled kinematics
recording data ranging from 35 to 70 s to show the dynamic of the
head movements.

Design and procedure. We measured the strength of the PMAE
with an alignment paradigm in the first and second experiments. Each
session commenced with an initial adaptation period of 30 s followed
by a further “top-up” adaptation of 3 s before each test trial . During
adaptation, the two adaptor grating patches, one left and one right,
drifted in opposite directions at 3 deg/s. Subjects maintained fixation
on a spot at the center of the screen throughout the course of the
experiment. After extinction of the adaptor, there was a 1,150-ms
interstimulus interval that allowed sufficient time for a head move-
ment to be performed. Subsequently, the stationary test gratings were
presented for 500 ms and participants reported by key press whether
the left test patch appeared higher or lower than the right test patch.
After each trial there was a 3-s pause.

The size of the positional shift induced by the PMAE was measured
using an annulment technique, by shifting the position of the left
grating patch up or down. The amount of shift was determined online
by the adaptive QUEST algorithm (Watson and Pelli 1983), homing
in on the point where the two patches appeared aligned. To ensure a
spread of shifts around the point of subjective alignment (PSA), the
QUEST estimate was jittered by adding to the best estimate a random
number drawn from a Gaussian distribution of standard deviation
0.15°.

Fig. 1. Timeline of the pre-retinotopic exper-
iment. After 30 s of adaptation with the head
resting against the right plate, subjects tilted
the head to the left resting plate and ad-
justed the 2 bright circles to match the posi-
tion of the perceived afterimage. The 2 bright
circles rotate together around the fixation
point, and � corresponds to the matched
angle for each participant.

Table 1. Average stimulus displacement

Subject Retinal Image Displacement, ° SE

S1 47.0 0.8
S2 44.4 1.8
S3 52.2 0.3
S4 36.5 1.3
S5 31.7 0.2
S6 55.7 0.4
S7 37.3 1.2
S8 33.2 1.6
S9 43.3 0.8
Average 42.4 1.0

Data are average stimulus displacement calculated for each participant (n � 9)
in the preretinotopic experiment.
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The proportion of trials where the left test patch appeared higher
than the right test patch was plotted against the physical offset
between the test patches stimuli and fitted with a cumulative Gaussian
function (like those of Fig. 3). The median of the functions estimated
the PSA, the position where the proportion of responses was at 0.5,
and the strength of the position aftereffect was taken as the difference
in PSAs measured with upward and downward adaptation (distance
between the dashed lines of Fig. 3). The subtraction between the two
conditions was designed to eliminate systematic biases that may have
resulted from head tilt or any other factors. Note that the subtraction
technique leads to estimates that are twice as large as would have been
obtained by using other techniques, such as subtracting a baseline,
nonadapted condition. The standard deviation of the cumulative
Gaussian functions yields an estimate of the precision threshold
(just-noticeable difference, JND).

We tested four experimental conditions. In all conditions, the test
stimuli were presented at the same screen position, whereas the
position of the adaptor gratings varied between conditions (see Sup-
plemental Material, Supplemental Movies S1 and S2, available on line
at the Journal website). In the “full” adaptation condition, participants
held their head straight between the two resting plates (Fig. 3A, left)
throughout the course of the session, and the test gratings were
presented at the same screen location as during adaptation. The two
adaptor grating patches matched the exact screen position of the
stationary test grating patches (one centered 1.9° left of screen center
and the other 1.9° right of center).

For the spatiotopic and retinotopic conditions, the subjects were
trained to hold their head on the left plate during adaptation and then
to tilt their head to the right during the 1,150-ms following extinction
of the adaptor and remain still for the test phase (Fig. 3, B and C, left).
After reporting by key press whether the left test patch appeared
higher or lower than the right test patch, the subjects returned their
head to the left plate (intertrial pause) and repeated the same process
for each trial. In the spatiotopic condition, the adaptation and test
stimuli were displayed on the same part of the screen (i.e., 1.9° to the
left and right of the central fixation point), as in the “full” condition.
However, because the position of the head varied from the left resting
plate during adaptation phase to the right during test phase, the

adaptation and test stimuli were projected on different retinal posi-
tions, with no overlap between them (checked by using the afterimage
procedure described above).

In the retinotopic condition, the head position was identical to that
of the spatiotopic condition, but the positions of the adapting stimuli
were rotated counterclockwise around the fixation point to ensure
stimulation of the same retinal area where the test stimuli were
subsequently displayed. The stationary test gratings were presented in
the same screen position as in all other experimental conditions. The
exact amount of adapting stimuli rotation varied across participants
and was determined in the pre-retinotopic experiment by using an
afterimage technique described previously.

In the final “unmatched” condition, the adaptor stimuli were rotated
60° counterclockwise from the vertical axis, similar to the retinotopic
condition, but with no intervening head movement. Consequently, the
adaptation and test stimuli coincided in neither retinotopic nor spa-
tiotopic coordinates. This was used as a baseline condition.

All experimental conditions were tested in blocks, with a pseudo-
randomized order counterbalanced between subjects. Forty-five trials
were run for each session, with two sessions per subject, leading to 90
trials in total for each subject for each one of the four experimental
conditions.

ANOVA, t-tests and bootstrapping. To determine whether there was
a significant main effect of experimental condition on the size of the
PMAE, we performed a one-way repeated-measures ANOVA with
four levels. For the statistical comparison between experimental
conditions, we carried out six one-tailed paired t-tests, applying a
Holms-Bonferroni correction for multiple comparisons. We also per-
formed two-tailed bootstrap sign tests (Efron and Tibshirani 1994), a
technique that takes into account the error associated with each
individual threshold (for both directions of adapting motion) as well
as the between-subject variance. A total of 10,000 iterations were run
separately for each paired comparison. On each iteration, the data for
each subject were independently sampled (with replacement), with 90
independent samples drawn from the 90 trials for that specific subject
and condition, and the PSA was calculated by fitting that sample with
a cumulative Gaussian. The PSAs were then averaged over all
subjects and compared across conditions. The P value was taken as
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the proportion of iterations where condition A had a higher PSA than
condition B. The bootstrap test is powerful because it considers both
intra- and intersubject variability.

RESULTS

Experiment 1: PMAE with head tilt. We measured the
magnitude of the positional motion aftereffect (PMAE)
under four conditions (full, spatiotopic, retinotopic, and
unmatched), some involving a head tilt between adaptation
and test periods. The full adaptation condition is the sim-
plest, with no head tilt between adaptation and test, resulting
in both spatiotopic and retinotopic adaptation. For all con-
ditions, we measured the effect with both upward motion in
the left window and downward in the right, and vice versa,
to create two different psychometric functions for each
observer, as shown in Fig. 3.

Adaptation to upward motion on the left and downward
on the right causes opposite displacements of the positions
of the patch. These effects were nulled by adding a displace-
ment to the position of the left grating, resulting in a
leftward shift of the psychometric function along the ab-
scissa. Similarly, adaptation in the opposite manner (i.e.,
upward motion on the right and downward on the left)
causes a rightward shift of the psychometric functions. The
difference in the PSAs of the two functions (vertical arrows)

gives an estimate of the strength of adaptation, which is 39
arc min for the full condition, 18 arc min for the spatiotopic,
18 arc min for the retinotopic, and 4 arc min for the
unmatched (Fig. 3, A–D, right). We note that there is a bias
in all conditions, including the unmatched. However, this
bias was also evident in the absence of head tilt in Turi and
Burr (2012). To remove any such bias, we subtract the two
conditions with opposite motion induction.

The bars of Fig. 4A show the mean magnitude of the PMAE
in all four conditions (with symbols indicating effect magni-
tudes for individual subjects). The effect was clearly largest in
the full condition, but also quite substantial, and significantly
greater than the baseline (unmatched) condition, in both the
spatiotopic and the retinotopic conditions. A repeated-mea-
sures ANOVA revealed a main effect of condition [F(3, 24) �
58.3, P � 0.0001].

We then carried out six pairwise Holms-Bonferroni-cor-
rected t-tests. The most prominent PMAE occurred with the
full adaptation condition (mean 27.6, SD 8.6 arc min) and
was significantly greater than for the spatiotopic (mean 12.9,
SD 8.6 arc min; P � 0.0001), retinotopic (mean 10.1, SD
7.0 arc min; P � 0.0001), and unmatched (baseline) condi-
tions (mean 2.1, SD 3.9 arc min; P � 0.0001). The PMAE
for both the spatiotopic and retinotopic conditions was
significantly greater than for the baseline condition (P �
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0.001). The PMAE for the spatiotopic condition was not
significantly different from that for the retinotopic condition
(P � 0.33).

We also bootstrapped the data (as described in METHODS)
as a further set of significance. The results of 10,000
bootstraps are shown in Fig. 4B, confirming that the stron-
gest effect is evident with the full adaptation condition,
which is significantly greater than for the other three con-
ditions (bootstrap sign-test, P � 0.0001). The PMAE for
both the spatiotopic and retinotopic conditions was signifi-
cantly greater than for the baseline condition (bootstrap
sign-test, P � 0.0001 and P � 0.0006, respectively). The
bootstrapped distribution for the spatiotopic condition was
also higher than the retinotopic distribution (bootstrap sign-
test, P � 0.006), which was not significant with the pairwise
Holms-Bonferroni-corrected t-test, probably because the
bootstrap is more sensitive since it considers both intra- and
intersubject variability.

Figure 4C also shows the precision of the subjects in the
alignment task, expressed as the precision thresholds, or JND,
in each psychometric function. We measured thresholds sepa-
rately for upward and downward motion and then averaged the
two values across the four experimental conditions. As can be
seen from the graph, the precision of the subjects in the task
was quite similar across the different conditions, confirmed by
a repeated-measures ANOVA that did not reveal a main effect
of condition [F(3, 24) � 1.66, P � 0.05].

Experiment 2: PMAE tested with unpatterned Gaussian
blobs. In the previous experiment, the test stimuli were
stationary sinusoidal gratings, allowing the PMAE to be
strengthened by a traditional MAE, resulting from the direct
motion stimulation, which in turn leads to an apparent
displacement of the grating patches (Nishida and Johnston
1999; Turi and Burr 2012). Given that the traditional MAE
is spatial frequency selective, in this experiment we re-

peated the same procedure using unpatterned Gaussian
blobs as test stimuli instead, to minimize the indirect effect
of the traditional MAE. In addition, in this experiment
participants viewed the stimuli through a dark circular tube
through to ensure the edges of the screen and other parts of
the room that could potentially serve as spatiotopic points of
reference were not visible. Consequently, the visible screen
was circular. All other experimental details were identical to
those of the previous experiment.

Figure 5A shows the mean magnitude of the PMAE in all
four conditions (with symbols indicating effect magnitudes for
individual subjects). As before, the effect was largest in the full
condition, but also quite substantial, and significantly greater
than in the baseline (unmatched) condition, in the spatiotopic
condition. The size of the adaptation effect in the spatiotopic
condition was very similar to that observed with grating test
stimuli. However, the effect increased in the full condition and
decreased in the retinotopic condition. A repeated-measures
ANOVA revealed a main effect of condition [F(3, 15) � 59.8,
P � 0.0001].

We then carried out six pairwise Holms-Bonferroni-cor-
rected t-tests. The largest PMAE occurred with the full adap-
tation condition (mean 43.0, SD 9.4 arc min), which was
significantly greater than for the spatiotopic (mean 15.2, SD
7.0 arc min; P � 0.0001), retinotopic (mean 6.0, SD 7.4 arc
min; P � 0.0001), and unmatched baseline conditions (mean
1.0, SD 3.5 arc min; P � 0.0001). The PMAE for the spatio-
topic condition was significantly different from that for the
unmatched condition (P � 0.001), whereas the effect for the
retinotopic condition was not significantly different from that
for the unmatched condition (P � 0.16). Finally, the effect for
the spatiotopic condition was significantly greater than that for
the retinotopic condition (P � 0.02).

Figure 5B shows the precision of the subjects in the align-
ment task, clearly similar across the different conditions. This
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Fig. 4. A: mean magnitude of the PMAE for
all subjects (n � 9) across the 4 experi-
mental conditions (error bars show �SE):
full (mean 27.6°; red), spatiotopic (mean
12.9°; blue), retinotopic (mean 10.1°;
green), and unmatched (mean 2.1°; gray).
B: bootstrap distribution (10,000) of the
PSA difference in each experimental con-
dition. C: mean and individual JNDs across
the 4 experimental conditions in experi-
ment 1 (error bars show �SE).
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is confirmed by a repeated-measures ANOVA that revealed no
main effect of condition [F(3, 15) � 2.98, P � 0.05]. Finally,
to compare precision across the first and second experiments, a
two-way repeated-measures ANOVA was performed. The
ANOVA revealed a main effect of the condition [F(3,15) �
3.41, P � 0.045 (full: mean 4.45, SE 0.34; spatiotopic: mean
6.35, SE 0.51; retinotopic: mean 6.25, SE 0.56; and un-
matched: mean 5.7, SE 0.47)] but no significant effect of the
experiment [F(1,5) � 1.29, P � 0.30] and no significant
condition-by-experiment interaction [F(3,15) � 1.053, P �
0.39]. This suggests that the precision of adjustment was very
similar for the two types of stimuli used in the two experi-
ments. Figure 5C plots the psychometric functions from a
typical participant.

Finally, because the amount of image displacement caused
by head tilt varied between individuals, we considered the possi-
bility that the amplitude of the PMAE in the spatiotopic and
retinotopic conditions could depend on the amount of afterim-
age displacement, as measured by the afterimage displacement
in the pre-retinotopic experiment. As shown in Fig. 6, A and B,
there were no significant correlations between the amplitude of
afterimage displacement and perceived positional shift in either
of the two conditions in both experiments (all P values �0.05).
On the other hand, we found a good correlation [r(22) � 0.77,
P � 0.05] between perceived shift after motion adaptation in
the first and second experiment across all the experimental
conditions for the six participants who carried out both exper-
iments, as shown in Fig. 6C.

DISCUSSION

The aim of our study was to investigate whether the posi-
tional motion aftereffect (PMAE), where objects appear to be
displaced after adaptation to motion, was spatially selective in
spatiotopic or retinotopic coordinates after head tilt in the

frontal plane. We observed both spatiotopic and retinotopic
components of the aftereffect. In the condition where local
motion adaptation aftereffects were minimized by using unpat-
terned Gaussian blob test stimuli, the spatiotopic component
was much larger than the retinotopic component, which did not
reach statistical significance. The clear spatiotopic component
in the illusion provides strong evidence for spatiotopic coding
during head tilt.

The spatiotopic PMAE observed with intervening head
rotations was never as large as that measured in the full
adaptation condition. The reduction in effect size could
result from an altered percept of the direction of gravity
(Van Pelt et al. 2005). It may also suggest that at least part
of the effect is generated by a retinotopic component,
consistent with the retinotopic PMAE we observed, espe-
cially when gratings were used as test stimuli. These results
are similar to our previous study on the PMAE, where we
reported both retinotopic and spatiotopic effects after a
saccade (Turi and Burr 2012). In that study we noted that the
standard adaptation paradigm (like the one used in the present
study) also causes a motion aftereffect, where the gratings
within the windows appear to move after the real motion has
stopped. This apparent motion could itself cause a displace-
ment of apparent position, in the same way real motion does
(De Valois and De Valois 1991). In that experiment (Turi and
Burr 2012) we measured the PMAE with the apparent motion
within the grating annulled by contrary motion, so the test
gratings appeared stationary. Under those conditions, the reti-
notopic PMAE disappeared, leaving only the spatiotopic MAE.
This points to two generators of the PMAE, one via the
standard motion aftereffect, which is retinotopic and probably
relatively low level, and another direct effect, which is spatio-
topic and more high level (McKeefry et al. 2006). Both effects
were present in experiment 1, with the use of stationary grat-
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ings, where the spatiotopic and retinotopic effects were equally
strong. To try and reduce this, we tested subjects with unpat-
terned test stimuli, simple Gaussian blobs. Under these condi-
tions, the retinotopic effect was greatly reduced, to half that of
the spatiotopic effect, and failed to reach significance com-
pared with the unmatched baseline condition.

It could be argued that torsional eye movements (which we
did not record) may have influenced our results during sus-
tained head tilt (Palla et al. 2006). However, we do not believe
that these small torsional movements of about 10% (Bockisch
and Halswanter 2001) would have systematically affected our
results, because in some blocks the adaptation was upward on
the left stimulus and downward on the right, and in others, vice
versa. Because head movements were always in the same
direction, a drift in OCR would be in either the same or
opposite direction of the illusion, and since our illusion index
was the difference between the two conditions, the effect
should cancel out.

Although controversial, there is now considerable evi-
dence that adaptation and other effects can be selective in
external coordinates after saccadic eye movements: that is,
they are spatiotopic (see Burr and Morrone 2012 for re-
view). However, no previous study has looked at spatiotopy
after a head tilt. The present research shows that spatiotopy
is preserved after head tilt, at least for the PMAE. This
raises the question of what mechanisms may be responsible
for spatiotopy, and how they function. Saccades cause
simple shifts of the retinal image, which in principle can be
corrected by simple subtraction of an “efference copy”

signal (van Holst and Mittelstaedt 1950). Head tilt, however,
causes a rotation of the image, which requires a more
complex correction. As mentioned earlier, a subpopulation
of V1 neurons in the rhesus monkey has been shown to have
head-centered receptive fields that use eye position infor-
mation to shift their receptive field location and their retinal
orientation tuning, partly compensating for OCR (Daddaoua
et al. 2014). An equivalent subpopulation of neurons could
exist in humans and could be part the neural substrate that
deals with these kinds of distortions.

The present findings provide further support for the fre-
quently contested notion that our visual system can utilize
spatiotopic coding. They extend the previous research by
showing that spatiotopic coding occurs not only after eye
movement displacement of the retinal image but also after
rotations of the retinal image caused by large head tilt along
the frontal plane. Spatial maps can be modified by pro-
longed exposure to motion (McGraw et al. 2002; Nishida
and Johnston 1999; Snowden 1998; Whitney and Cavanagh
2003), indicating a clear interaction between space and
motion in the representation of our visual world. Results
from the present study, as well as those from Turi and Burr
(2012), show that the spatial maps that are affected by
motion have a strong spatiotopic component. It is however
important to note that although there is now very good
evidence for the existence of spatiotopic mechanisms, it is
extremely unlikely that they are the only mechanisms sub-
serving visual stability: spatiotopic coding is likely to be too
slow, and of too low resolution, for many aspects of per-

30                        45                        60

-15

0

15

30

30                        45                        60

-15

0

15

30

-10      0    10     20   30    40    50    60

-10

0

10

20

30

40

50

60
C

Afterimage Displacement (deg)

r=0.08 p=0.82

A

D
iff

er
en

ce
 in

 P
er

ce
iv

ed
S

hi
ft 

(a
rc

 m
in

)

r=0.18 p=0.62

B

r=0.25 p=0.62
r=0.27 p=0.59

r=0.77 p<0.05

Full

Spatiotopic

Retinotopic

Unmatched

D
iff

er
en

ce
 in

 P
er

ce
iv

ed
 S

hi
ft 

(a
rc

 m
in

)
(e

xp
 2

)

Difference in Perceived Shift (arc min)
(exp 1)

Fig. 6. Correlations between the amount of head
tilt, in degrees measured by the afterimage dis-
placement in the pre-retinotopic experiment,
performed by each participant and the PMAE for
the spatiotopic (blue) and retinotopic (green)
conditions in the first (A) and second (B) exper-
iment. C: correlation between perceived shift in
the first (exp 1) and second experiment (exp 2)
across all the experimental conditions (N � 6).
Solid line represents the best linear fit to the data.

815SPATIOTOPIC MAPS DURING DYNAMIC HEAD TILT

J Neurophysiol • doi:10.1152/jn.00508.2016 • www.jn.org

 by 10.220.33.4 on S
eptem

ber 13, 2017
http://jn.physiology.org/

D
ow

nloaded from
 

http://jn.physiology.org/


ception. As we have argued elsewhere (Burr and Morrone
2012), spatiotopic coding almost certainly play a role but
are probably supplemented by more fast-acting mechanisms,
such as transient remapping (Duhamel et al. 1997), which
can create a transient spatiotopy that anticipates the action
of saccades.

GRANTS

This research was supported by the European Research Council under the
European Union’s Seventh Framework Programme (FPT/2007–2013) Grant
Agreement 338866, Early Cortical Sensory Plasticity and Adaptability in
Human Adults (ECSPLAIN).

DISCLOSURES

The authors declare no competing interests that might be perceived to
influence the results and/or discussion reported in this paper.

AUTHOR CONTRIBUTIONS

K.M., M.T., and D.C.B. conceived and designed research; K.M. and M.T.
performed experiments; K.M. and M.T. analyzed data; K.M., M.T., and D.C.B.
interpreted results of experiments; K.M. and M.T. prepared figures; K.M.,
M.T., and D.C.B. drafted manuscript; K.M., M.T., and D.C.B. edited and
revised manuscript; K.M., M.T., and D.C.B. approved final version of manu-
script.

REFERENCES

Addams RL. An account of a peculiar optical phænomenon seen after having
looked at a moving body. The London and Edinburgh Philosophical Mag-
azine and Journal of Science 5: 373–374, 1834.

Afraz A, Cavanagh P. The gender-specific face aftereffect is based in
retinotopic not spatiotopic coordinates across several natural image trans-
formations. J Vis 9: 10.1–10.17, 2009.

Arrighi R, Togoli I, Burr DC. A generalized sense of number. Proc Biol Sci
281: 20141791, 2014.

Bockisch CJ, Halswanter T. Three-dimensional eye position during static roll
and pitch in humans. Vision Res 41: 2127–2137, 2001.

Brainard DH. The Psychophysics Toolbox. Spat Vis 10: 433–436, 1997.
Burr D, Morrone MC. Constructing stable spatial maps of the world.

Perception 41: 1355–1372, 2012.
Burr DC, Morrone MC. Spatiotopic coding and remapping in humans. Philos

Trans R Soc Lond B Biol Sci 366: 504–515, 2011.
Burr DC, Tozzi A, Morrone CM. Neural mechanisms for timing visual

events are spatially selective in real-world coordinates. Nat Neurosci 10:
423–425, 2007.

Cameron EL, Baker CL, Boulton JC. Spatial frequency selective mecha-
nisms underlying the motion aftereffect. Vision Res 32: 561–568, 1992.

Celebrini S, Durand YB, Trotter Y. Craniocentric coding in the peripheral
representation of V1. Program No. 166.20/V17. 2009 Neuroscience Meeting
Planner. Chicago, IL: Society for Neuroscience, 2009.

Crespi S, Biagi L, d’Avossa G, Burr DC, Tosetti M, Morrone MC.
Spatiotopic coding of BOLD signal in human visual cortex depends on
spatial attention. PLoS One 6: e21661, 2011.

Daddaoua N, Dicke PW, Thier P. Eye position information is used to
compensate the consequences of ocular torsion on V1 receptive fields. Nat
Commun 5: 3047, 2014.

d’Avossa G, Tosetti M, Crespi S, Biagi L, Burr DC, Morrone MC.
Spatiotopic selectivity of BOLD responses to visual motion in human area
MT. Nat Neurosci 10: 249–255, 2006.

Demeyer M, Graef P, Wagemans J, Verfaillie K. Parametric integration of
visual form across saccades. Vision Res 50: 1225–1234, 2010.

Denney D, Adorjani C. Orientation specificity of visual cortical neurons after
head tilt. Exp Brain Res 14: 312–317, 1972.

De Valois RL, De Valois KK. Vernier acuity with stationary moving Gabors.
Vision Res 31: 1619–1626, 1991.

Duhamel JR, Bremmer F, Hamed BS, Graf W. Spatial invariance of visual
receptive fields in parietal cortex neurons. Nature 389: 845–848, 1997.

Durand JB, Trotter Y, Celebrini S. Privileged processing of the straight-
ahead direction in primate area V1. Neuron 66: 126–137, 2010.

Efron B, Tibshirani RJ. An Introduction to the Bootstrap. Boca Raton, FL:
CRC, 1994.

Fornaciai M, Arrighi R, Burr DC. Adaptation-induced compression of event
time occurs only for translational motion. Sci Rep 6: 23341, 2016.

Galletti C, Battaglini PP, Fattori P. Parietal neurons encoding spatial
locations in craniotopic coordinates. Exp Brain Res 96: 1993.

Gamberini M, Fattori P, Galletti C. The medial parietal occipital areas in the
macaque monkey. Vis Neurosci 32: E013, 2015.

Gardner JL, Merriam EP, Movshon JA, Heeger DJ. Maps of visual space
in human occipital cortex are retinotopic, not spatiotopic. J Neurosci 28:
3988–3999, 2008.

Golomb JD, Chun MM, Mazer JA. The native coordinate system of spatial
attention is retinotopic. J Neurosci 28: 10654–10662, 2008.

van Holst E, Mittelstaedt H. Das Reafferenzprinzip. Naturwissenschaften 37:
464–476, 1950.

Horn G, Hill RM. Modifications of receptive fields of cells in the visual cortex
occurring spontaneously and associated with bodily tilt. Nature 221: 186–
188, 1969.

Howe P, Drew T, Pinto Y, Horowitz TS. Remapping attention in multiple
object tracking. Vision Res 51: 489–495, 2011.

Jung R, Kornhuber HH, da Fonseca JS. Multisensory convergence on
cortical neurons: neuronal effects of visual, acoustic and vestibular stimuli
in the superior convolutions of the cat’s cortex. In: Progress in Brain
Research, edited by Moruzzi GFessard A. Amsterdam: Elsevier, 1963, p.
207–240.

Kleiner M, Brainard D, Pelli D, Ingling A, Murray R, Broussard C.
What’s new in Psychtoolbox-3. Perception 36: -1, 2007.

Klier EM, Angelaki DE. Spatial updating and the maintenance of visual
constancy. Neuroscience 156: 801–818, 2008.

Klier EM, Hess BJ, Angelaki DE. Human visuospatial updating after passive
translations in three-dimensional space. J Neurophysiol 99: 1799–1809,
2008.

Knapen T, Rolfs M, Cavanagh P. The reference frame of the motion
aftereffect is retinotopic. J Vis 9: 1–16, 2009.

McGraw PV, Whitaker D, Skillen J, Chung ST. Motion adaptation distort
perceived visual position. Curr Biol 12: 2042–2047, 2002.

McKeefry DJ, Laviers EG, McGraw PV. The segregation and integration of
colour in motion processing revealed by motion after-effects. Proc Biol Sci
273: 91–99, 2006.

Medendorp WP, Smith MA, Tweed DB, Crawford JD. Rotational remap-
ping in human spatial memory during eye and head motion. J Neurosci 22:
1–4, 2002.

Melcher D. Spatiotopic transfer of visual-form adaptation across saccadic eye
movements. Curr Biol 15: 1745–1748, 2005.

Melcher D, Morrone CM. Spatiotopic temporal integration of visual motion
across saccadic eye movements. Nat Neurosci 6: 877–881, 2003.

Mikellidou K, Cicchini GM, Thompson PG, Burr DC. The oblique effect is
both allocentric and egocentric. J Vis 15: 24, 2015.

Morris AP, Liu CC, Cropper SJ, Forte JD, Krekelberg B, Mattingley JB.
Summation of visual motion across eye movements reflects a nonspatial
decision mechanism. J Neurosci 30: 9821–9830, 2010.

Morrone M, Cicchini M, Burr DC. Spatial maps for time and motion. Exp
Brain Res 206: 121–128, 2010.

Nishida S, Johnston A. Influence of motion signals on the perceived position
of spatial pattern. Nature 397: 610–612, 1999.

Ong W, Hooshvar N, Zhang M, Bisley JW. Psychophysical evidence for
spatiotopic processing in area MT in a short-term memory for motion task.
J Neurophysiol 102: 2435–2440, 2009.

Palla A, Bockisch CJ, Bergamin O, Straumann D. Dissociated hysteresis of
static ocular counterroll in humans. J Neurophysiol 95: 2222–2232, 2006.

Pertzov Y, Zohary E, Avidan G. Rapid formation of spatiotopic representa-
tions as revealed by inhibition of return. J Neurosci 30: 8882–8887, 2010.

Snowden RJ. Shifts in perceived position following adaptation to visual
motion. Curr Biol 8: 1343–1345, 1998.

Thompson P. Velocity after-effects: the effects of adaptation to moving
stimuli on the perception of subsequently seen moving stimuli. Vision Res
21: 337–345, 1981.

Turi M, Burr D. Spatiotopic perceptual maps in humans: evidence from
motion adaptation. Proc Biol Sci 279: 3091–3097, 2012.

Van Pelt S, Gisbergen JA, Medendorp WP. Visuospatial memory computations
during whole-body rotations in roll. J Neurophysiol 94: 1432–1442, 2005.

Watson AB, Pelli DG. QUEST: a Bayesian adaptive psychometric method.
Percept Psychophys 33: 113–120, 1983.

816 SPATIOTOPIC MAPS DURING DYNAMIC HEAD TILT

J Neurophysiol • doi:10.1152/jn.00508.2016 • www.jn.org

 by 10.220.33.4 on S
eptem

ber 13, 2017
http://jn.physiology.org/

D
ow

nloaded from
 

http://jn.physiology.org/


Wenderoth P, Wiese M. Retinotopic encoding of the direction aftereffect.
Vision Res 48: 1949–1954, 2008.

Whitney D, Cavanagh P. Motion adaptation shifts apparent position without
the motion aftereffect. Percept Psychophys 65: 1011–1018, 2003.

Wittenberg M, Bremmer F, Wachtler T. Perceptual evidence for saccadic
updating of color stimuli. J Vis 8: 1–9, 2008.

Wohlgemuth A. On the aftereffect of seen movement. Br J Psychol (Mono-
graph Suppl) 1: 1–117, 1911.

Zimmermann E, Burr D, Morrone M. Spatiotopic visual maps revealed by
saccadic adaptation in humans. Curr Biol 21: 1380–1384, 2011.

Zimmermann E, Morrone M, Fink GR, Burr D. Spatiotopic neural repre-
sentations develop slowly across saccades. Curr Biol 23: 193–194, 2013.

817SPATIOTOPIC MAPS DURING DYNAMIC HEAD TILT

J Neurophysiol • doi:10.1152/jn.00508.2016 • www.jn.org

 by 10.220.33.4 on S
eptem

ber 13, 2017
http://jn.physiology.org/

D
ow

nloaded from
 

http://jn.physiology.org/

