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The input to our visual system shifts every time we move our eyes. To maintain a
stable percept of the world, visual representations must be updated with each saccade.
Near the time of a saccade, neurons in several visual areas become sensitive to the
regions of visual space that their receptive fields occupy after the saccade. This process,
known as remapping, transfers information from one set of neurons to another, and
may provide a mechanism for visual stability. However, it is not clear whether remapping
transfers information about stimulus features in addition to information about stimulus
location. To investigate this issue, we recorded blood-oxygen-level dependent (BOLD)
functional magnetic resonance imaging (fMRI) responses while human subjects viewed
images of faces and houses (two visual categories with many feature differences).
Immediately after some image presentations, subjects made a saccade that moved
the previously stimulated location to the opposite side of the visual field. We then
used a combination of univariate analyses and multivariate pattern analyses to test
whether information about stimulus location and stimulus features were remapped
to the ipsilateral hemisphere after the saccades. We found no reliable indication of
stimulus feature remapping in any region. However, we also found no reliable indication
of stimulus location remapping, despite the fact that our paradigm was highly similar
to previous fMRI studies of remapping. The absence of location remapping in our
study precludes strong conclusions regarding feature remapping. However, these results
also suggest that measurement of location remapping with fMRI depends strongly
on the details of the experimental paradigm used. We highlight differences in our
approach from the original fMRI studies of remapping, discuss potential reasons for the
failure to generalize prior location remapping results, and suggest directions for future
research.
Keywords: remapping, feature remapping, fMRI, visual cortex, spatial updating

INTRODUCTION
Eye movements present a fundamental challenge for visual perception. The input to our
visual system shifts abruptly every time we move our eyes, up to three times per second
in natural vision. In order to support perception of a stable world, the visual system
needs some way to reconcile input that arrives before and after each eye movement.

Frontiers in Systems Neuroscience | www.frontiersin.org

1

June 2016 | Volume 10 | Article 53

Lescroart et al.

Does Stimulus Feature Information Remap?

remapped shape selectivity did not match the shape selectivity
observed with direct stimulation of the same neurons. O’Herron
and von der Heydt (2013) recently found remapping of border
ownership in V2 cells. However, border ownership tuning may
depend on feedback from higher-order areas (Zhou et al., 2000),
and border ownership is associated with mechanisms for the
spread of attention (Qiu et al., 2007). Thus it is still unclear
whether remapping automatically transfers feature information
or merely attentional pointers (Cavanagh et al., 2010).
In the current study, we use functional magnetic resonance
imaging (fMRI) to search for automatic stimulus feature
remapping. We use fMRI because it allows simultaneous
measurement of many brain regions, and fMRI pattern
classification analyses can exploit the data available in each
region to distinguish different classes of stimuli. fMRI cannot
distinguish functional signals that precede and follow eye
movements by a few hundred milliseconds. However, many
neurons show a form of remapping dubbed ‘‘memory trace
remapping, ’’ in which they respond after a saccade to a
stimulus that was only present before the saccade. This activity
can be understood as a slightly delayed prediction of the
sensory consequences of an eye movement, and has been
demonstrated using single unit electrophysiology (Duhamel
et al., 1992; Nakamura and Colby, 2002; Heiser and Colby,
2006), EEG (Bellebaum et al., 2005; Bellebaum and Daum, 2006),
and fMRI (Merriam et al., 2003, 2007). Indeed, more neurons
exhibit memory trace remapping than anticipatory remapping
(Duhamel et al., 1992; Nakamura and Colby, 2002; Heiser and
Colby, 2006).
In the fMRI memory trace remapping paradigm designed by
Merriam et al. (2003, 2007), subjects saw a circle of light that
flashed on and off several times in 1 s in a peripheral location.
In some trials, subjects were cued to make an eye movement
immediately after the stimulus was extinguished. In the absence
of an eye movement, the stimulus only activated regions in
the contralateral hemisphere. However, after eye movements
that would have brought the stimulus memory trace into the
opposite visual hemifield, fMRI responses were observed in the
other hemisphere (which was never directly stimulated). This
demonstration was taken as evidence that information about the
stimulus location was remapped across hemispheres. However,
the studies by Merriam et al. could not determine whether
only the location of the stimulus was remapped, or whether
stimulus feature information might also be remapped. In the
current study, we modified the paradigm of Merriam et al. (2007)
by presenting images of faces and houses before the saccade,
and using multivariate pattern analysis (MVPA) to test whether
there was information about stimulus features in the remapped
response.
We conducted three fMRI experiments using variants of
this paradigm, and we examined multiple candidate brain
regions (visual areas V1–V4, Lateral Occipital cortex [LO],
Occipital Place Area [OPA], Parahippocampal Place Area [PPA],
Occipital Face Area [OFA], and Fusiform Face Area [FFA]).
We found no evidence for automatic feature remapping in
any of these regions. However, we also unexpectedly failed to
find evidence for remapping of stimulus location, even though

An influential theory suggests that the brain aligns the
visual world and its neural representation by ‘‘remapping’’
neural activity around the time of saccades. In a seminal study,
Duhamel et al. (1992) found that the receptive fields of many
neurons in macaque lateral intraparietal area (LIP) become
responsive to stimuli at the locations their receptive fields will
occupy after a saccade. The authors suggested that this process
constitutes a ‘‘remapping of the stimulus from the coordinates
of the initial fixation to those of the intended fixation’’
(Duhamel et al., 1992).
Remapping has also been demonstrated in the frontal eye
fields (FEF; Umeno and Goldberg, 1997), early visual areas
including V1, V2, V3, and V3A (Nakamura and Colby, 2002),
and the superior colliculus (Walker et al., 1995). Thus in a
network of areas throughout the brain, remapped activity seems
to provide an automatic prediction of the sensory consequences
of eye movements (but see also Zirnsak et al., 2011, 2014;
Neupane et al., 2016).
However, it is not clear whether remapped activity encodes
feature information in addition to location information (Melcher
and Colby, 2008; Cavanagh et al., 2010; Zirnsak and Moore,
2014). The question of what remaps is critical for understanding
the function of remapping. Does remapping transfer feature
information? Or does remapping transfer only ‘‘attentional
pointers’’ to salient or otherwise behaviorally relevant locations
in the visual field that have been prioritized for further processing
(Cavanagh et al., 2010; Rolfs and Szinte, 2016)? Remapping
of stimulus location and features would make remapping a
plausible mechanism for comparing visual input across saccades,
and thus strengthen the argument that remapping is involved
in perceptual stability. If feature information does not remap,
remapping is less likely to be critical for perceptual stability,
but may still be useful for localization and tracking of
objects. It is also important to determine whether remapping
happens automatically or whether it occurs only under specific
circumstances.
Several recent studies in psychophysics and neurophysiology
have searched for feature remapping with mixed results. Melcher
(2007) demonstrated that behavioral tilt aftereffects can occur
across different retinal locations following an eye movement,
suggesting that orientation information can be remapped.
However, follow-up work has suggested that the effects Melcher
observed were due to the spread of attention, not remapping
of feature information (Knapen et al., 2009, 2010), and that
tilt aftereffects are stronger near the saccade target than in the
remapped location (Zirnsak et al., 2011). Other studies have
pointed to transsaccadic feature integration as evidence for
feature remapping, although these findings have also produced
mixed results and interpretations (Irwin et al., 1988; Hayhoe
et al., 1991; Melcher and Morrone, 2003; Prime et al., 2006;
Demeyer et al., 2011; Harrison and Bex, 2014; Oostwoud
Wijdenes et al., 2015).
In neurophysiology, most studies have focused on location
remapping, although a few recent studies have provided tentative
evidence for feature remapping. Subramanian and Colby (2014)
found that remapped responses in a small fraction of neurons in
macaque LIP show shape selectivity. However, in most cases the
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our experimental paradigm was similar to the original fMRI
remapping paradigm (Merriam et al., 2003, 2007). Thus, our
results cannot support a strong conclusion about whether or
not stimulus feature information remaps. However, our results
suggest that measuring remapping with fMRI may depend
strongly on the details of the experimental paradigm. The
apparent fragility of remapping as measured by fMRI, together
with recent findings in other modalities (Churan et al., 2011;
Zirnsak et al., 2011, 2014), suggest that remapping may not
be as robust or general a phenomenon as has previously been
supposed.
To provide relevant information for researchers considering
studying remapping using fMRI, we highlight the differences
between our study and the original fMRI studies of remapping
and discuss potential reasons for the failure of the phenomenon
to generalize to our paradigm. We also suggest directions for
future research on the topic.

MATERIALS AND METHODS
FIGURE 1 | Stimuli. (A) Four examples of face and house stimuli used in the
experiment. Young/new vs. Old distinction was the basis of the task in
Experiments 2 and 3. (B) Stimulus size and location with respect to fixation
points. The solid white dot indicates the center of the stimulus and the dashed
white dot indicates the center of the screen; neither dot was shown during the
experiment. Full screen size is not shown to scale. The screen extended for 8◦
out from either side of the fixation crosses. (C) Stimulus timing for a house +
saccade left-to-right trial.

The following methods are general to the three experiments in
this study. Specific variations for each experiment are presented
below:

Subjects
Twenty subjects (12 females; mean age 26.1 years, age range
20–37 years) participated in at least one experiment; several
subjects participated in multiple experiments. All subjects were
neurologically intact with normal or corrected-to-normal vision.
Informed consent was obtained for all subjects, and the study
protocols were approved by the Massachusetts Institute of
Technology Committee On the Use of Humans as Experimental
Subjects.

white frame (Figure 1A). To verify that the images in the face and
house categories differed in low-level features, we parameterized
each stimulus image with a Gabor wavelet feature space that
quantifies local spatial frequency and orientation (Kay et al.,
2008; Nishimoto et al., 2011). We computed the similarity
between each pair of images in the Gabor wavelet feature
space, and performed multi-dimensional scaling on the resulting
similarity matrix. We found that the faces and houses each
clustered together, and were readily separable from each other.
This analysis shows that the face and house stimuli differ in
features associated with responses in early visual cortex (Kay
et al., 2008; Nishimoto et al., 2011). (See Supplementary Material
for details).
Stimuli were presented using Psychtoolbox (Brainard, 1997;
Kleiner et al., 2007) for Matlab (The Mathworks, Inc., Natick,
MA, USA) and displayed with an LCD projector onto a screen
mounted in the rear of the scanner bore. Subjects viewed the
screen from a distance of 120 cm via a mirror attached to the
head coil (maximal field of view (FOV): 21◦ ).
Prior studies of remapping presented stimuli at approximately
8◦ in the periphery, but stimuli in the far periphery yield small
estimates of feature information (Schwarzlose et al., 2008; Kravitz
et al., 2010). In pilot experiments (data not shown) we found that
estimates of feature information were higher for stimuli centered
within 4◦ of the fovea. We chose to prioritize reliable feature
information over exact replication of past work, in order to
increase the number of regions that met our multivariate criteria
for detecting feature remapping (see ‘‘Signal Quality Criteria’’
Section below).

Stimuli and Task
Our focus in this experiment was to test whether featurespecific response patterns propagate to un-stimulated cortical
regions following saccades. Thus to maximize signal we created
a stimulus set consisting of two categories of images that differ
in many features known to influence fMRI responses: faces and
houses. Faces and houses differ in spatial frequency (Rajimehr
et al., 2011), real-world size (Konkle and Oliva, 2012), semantic
category (Schwarzlose et al., 2008), as well as the behaviors
associated with each category. We reasoned that the feature
differences between these categories of stimuli were likely to
elicit differentiable response patterns in many visual regions,
and that this feature information could be measured using
multi-voxel pattern analysis (see ‘‘Multivariate fMRI Analyses’’
Section below).
Our stimulus set consisted of house images collected
from the Internet and neutral face images chosen from
the FACES database hosted by Max Plank Institute for
Human Development1 . To further increase the low-level feature
differences between the two classes of stimuli, we inserted each
face into a circular white frame and each house into a square
1 http://faces.mpib-berlin.mpg.de/album/escidoc:57488
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Trial Types vs. Stimulus Conditions

Following previous studies of remapping in fMRI, we
employed an event-related design (Merriam et al., 2003, 2007).
For all experiments, subjects were instructed to maintain
fixation on the darker of two crosses, located 2.5◦ to the
left or right of screen center. See Figures 1B,C for an
illustration of stimulus arrangement and trial timing. In each
trial, a stimulus image was presented continuously for 1
s. Stimuli were presented on a neutral gray background.
Stimulus images were 3.33◦ in diameter (for faces) and
3.33 × 3.33◦ square (for houses), and were displayed 2.5◦
above the screen center. This placed the stimuli 2.5◦ above
and either 2.5◦ left or 2.5◦ right of fixation. Image-centerto-fixation distance was approximately 3.5◦ . On some trials,
subjects were cued to move their eyes to the lighter cross
by an auditory tone (‘‘beep’’). A second rapidly repeated
tone (‘‘beep-beep’’) cued subjects to move their eyes back to
the original fixation cross 1 ± 0.2 s later. For some trials
there was no tone and subjects maintained fixation on the
darker cross for the duration of the trial. For other trials
no stimulus appeared and subjects made saccades as cued.
The next trial began after a variable post-saccade interval
of 0.8–1.2 s after the second tone. Each trial, from initial
fixation to the end of the post-saccade interval, was 4 s long
(Figure 1C). Additional gaps of 2 or 4 s were added between
some trials to allow for timing jitter and better estimation of
hemodynamic responses. The number of trials per condition,
the distribution of trials per run, and the counterbalancing
of conditions across subjects varied by experiment, and are
discussed below.
For all trials, saccades were horizontal. We chose horizontal
and not vertical saccades for both practical and theoretical
reasons. Practically, adding a second saccade direction
would have doubled the already large number of trial types,
and would have created a further discrepancy with the paradigm
used in previous work (Merriam et al., 2003, 2007). Theoretically,
many regions that we wished to investigate have large receptive
fields. Thus, different vertical positions for stimuli in the same
hemisphere (with or without saccades) are likely to elicit nearly
equal responses in these regions, which would make it difficult
to distinguish remapping from stimulus-driven responses.
In addition to maintaining fixation and moving their eyes
when cued, subjects also performed a detection task to keep
their attention on the stimuli. In Experiment 1, subjects pressed
a button whenever a red dot appeared superimposed on the
stimulus. In Experiments 2 and 3, subjects pressed a button
whenever a target image appeared. The target images were
faces of older adults or old-looking houses; the standard stimuli
were young adult faces or modern, well-maintained houses.
Target events occurred rarely (4 per 64-trial run). Targetpresent and false alarm trials were removed from all subsequent
analyses. Subjects were trained on all trial types with eyetracking feedback before the scan, with the exception of the
six naïve subjects of Experiment 3, who were trained only on
the Saccade Only trials in advance. Subjects performed the
detection task highly accurately—mean percent correct across
subjects was 98.9%, 99.0%, and 96.8% in each of the three
experiments.
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For clarity, it is useful to make a distinction between trial types
and experimental conditions. We use trial types to describe the
locations of the stimuli relative to the center of the screen.
Thus Figure 2A shows 4 out of 10 possible trial types: face
+ fixate right, face + fixate left, face + saccade left-to-right,
no stimulus + saccade left-to-right. The six trial types not
shown are face + saccade right-to-left, no stimulus + saccade
right-to-left, and house + each of the eye positions described
for faces. We assigned these 10 trial types to 10 experimental
conditions defined by whether the stimulus was contralateral or
ipsilateral to the voxels or regions being analyzed. For example,
in Figure 2, the experimental conditions defined with respect
to the highlighted region in the right hemisphere are: Contra,
Ipsi, Ipsi-to-Contra, and Saccade Only. Note that the contra/ipsi
labels would be reversed for regions of interest (ROIs) in the
left hemisphere. Defining experimental conditions in terms of
contralateral and ipsilateral position with respect to brain areas
allows computation of aggregate statistics for ROIs across both
hemispheres.
Note, that this paradigm requires a large number of
conditions. In order to present enough trials per condition to
make reliable estimates of feature information and still scan each
subject in a single 2-h session, we chose to exclude the Saccade
Only conditions from the first experiment and include them in
follow-up experiments. Based on previous work (Merriam et al.,
2003, 2007), we anticipated that the ‘‘remapped’’ response (Ipsito-Contra condition) would be greater than the Saccade Only
control response, and our main focus of Experiment 1 was to test
whether stimulus feature information could be detected in that
‘‘remapped’’ response. For Experiments 2 and 3 we included the
Saccade Only controls, but excluded some stimulus presentations
on one side of the visual field to allow us sufficient power for each
condition.

Eye Tracking
Eye position was monitored using a modified ISCAN eye
tracking system (ISCAN, Inc., Burlington, MA, USA) for
Experiments 1, 2 and the first half of Experiment 3, and an
EyeLink eye tracking system (SR Research Ltd., Mississauga,
Ontario, ON, Canada) for the second half of Experiment 3.
For both eye tracking systems, the camera and infrared
source were placed directly in front of the bottom of the
rear screen. Pupil and corneal reflection (CR) were recorded
at 120 Hz and analyzed offline to ensure accurate fixation
performance. The eye tracker was calibrated at the beginning
of the session and repeated between runs if necessary and
as time permitted. When the eye-tracker signal in the
scanner was too noisy to achieve reliable calibration, the
experimenter monitored eye position via the live video from
the eye tracking camera. All subjects were expert subjects with
substantial practice in eye-tracking tasks outside the scanner,
and were trained on the task with eye tracking feedback before
the scan.
To remove calibration drift over the course of each scan, the
median eye position in the epoch from 600 to 100 ms before
stimulus onset in each trial was subtracted from the data for
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FIGURE 2 | Experimental logic. (A) Experimental conditions, defined according to an example ROI in the brain (yellow oval). Fixation crosses and dashes lines
indicate gaze position during and after stimulus presentation. The empty dashed circle indicates the memory trace of a stimulus. Neither the circle nor the arrows
indicating saccades were actually presented; they are shown for display purposes only. (B) Univariate criteria to establish that the experiment has sufficient signal to
find feature remapping if it exists. Activity in single voxels should show (1.1) greater responses to contralateral (Contra) than ipsilateral (Ipsi) stimulation, (1.2) greater
responses to ipsilateral stimulation when followed by a saccade that brings the stimulus trace into the contralateral field (Ipsi-to-Contra), compared to Ipsi, and (1.3)
greater responses to Ipsi-to-Contra than to a saccade with no stimulus (Saccade Only). (C) Multivariate checks to establish that the experiment has sufficient signal
to find feature remapping. Activity in voxel patterns on the contralateral side should contain a significant amount of information (2.1), and more feature information on
the contralateral side than the ipsilateral side (2.2). (D) Hypothetical outcomes of the multivariate analysis, either showing feature remapping or not.

from fixation. For the remaining trials, human raters reviewed
the normalized eye data for each subject and discarded trials
with excessive noise, missing data (due to blinks or eye tracker
malfunction), any saccades other than the cued saccades, and
eye drift away from fixation. The human raters were naïve as
to the purpose of the experiment and the resulting data. Many
trials were discarded, most commonly due to noise or missing
data. Comparatively few trials were discarded based on poor eye
behavior (for example, breaking fixation, mistimed saccades, or
saccades to the image). Thus the high discard rates reflect noisy
data and a conservative standard for keeping eye trials.
All trials retained by the raters were used to compute mean
saccade onset times for each experiment. To automatically label

that trial. The expected trial start fixation position (for example,
[+2.5◦ , 0◦ ]) was then added back to the eye position data.
For trials with eye movements, the median eye position in
the epoch from 1750 to 2250 ms after stimulus offset was
also computed, and the data were then re-scaled using the
difference between median eye positions in the post-saccade
fixation and the pre-stimulus fixation intervals. The epochs
used for eye position normalization were outside the period of
interest for each trial (before stimulus onset and after saccade
completion).
Trials were automatically discarded if eye position recording
lapsed for more than 350 ms or if more than 10% of the
eye positions recorded for a given trial were more than 10◦
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Within each block, 24 images were presented for 500 ms each.
FFA and OFA were defined by a contrast of Faces > Houses
(Golomb et al., 2011). FFA was constrained to be on the fusiform
gyrus, and OFA was constrained to be on the inferior occipital
gyrus (IOG; Weiner et al., 2014). PPA and OPA were defined
by a contrast of Houses > Faces. PPA was constrained to be
medial to the mid-fusiform gyrus, and OPA was constrained to
be lateral to the base of the intraparietal sulcus and near (but
not necessarily in) the transverse occipital sulcus (Dilks et al.,
2013).
For three subjects, face/house localizers were not collected
due to time limitations. For one of these subjects (Experiment 1
subject 7), we used data from a pilot version of the main
experiment to compute a contrast of all face conditions
> all house conditions. We used this contrast to define faceand house-selective regions (we kept voxels that showed a
statistical difference of p < 0.05, uncorrected).
To define Lateral Occipital cortex (LO), we used a localizer
consisting of blocks of images of static objects and scrambled
versions of the same objects (Malach et al., 1995; Grill-Spector
et al., 1999). LO was defined by a contrast of Objects > Scrambled
objects, and further constrained to the area anterior to V4,
between OPA dorsally and V4 or OFA ventrally (Hansen et al.,
2007).
V1–V4 were defined using a localizer consisting of alternating
flashing vertical and horizontal double-wedge (bowtie) stimuli
(Slotnick and Yantis, 2003; Qiu et al., 2006). The vertical
and horizontal meridia were demarcated based on a contrast
between blocks of vertical and horizontal stimuli. For each
ROI, a region between the relevant meridia was selected
that showed a significant contrast between contralateral and
ipsilateral image conditions in the object/scramble localizer
scans. This procedure assured that the eccentricity of each
ROI matched the eccentricity of the stimuli in the main
experiment.
All images in the localizers (except meridian-mapping
bowties) were presented in the same retinal locations the stimuli
in the main experiment. For one subject in Experiment 3, the
images in both the main experiment and the localizers were
presented slightly closer to fixation and smaller than for the other
subjects due to a code error.
Functional data were co-registered to a high-resolution 3D
multi-echo magnetization prepared rapid gradient echo (MEMP-RAGE) anatomical scan collected in the same session. For
each subject, functional localizer data was projected onto a
Talairach-space cortical surface mesh created from the subject’s
anatomical scan. ROIs were defined on this surface and
transformed back to the native functional space.

saccades, we first computed a measure of eye position dispersion
for all data points within a sliding window 100 ms wide. Our
dispersion measure was the sum of the x and y eye position ranges
(in degrees). If the dispersion of the eye position data was greater
than 3◦ over a given 100 ms window, the measurement at the
center of the window was labeled as a part of a saccade. Saccadic
latency was computed as the time from saccade cue onset to the
first time point labeled as a saccade.
To assure that poor eye behavior did not affect the fMRI
results, data from trials meeting our conservative inclusion
criteria were re-analyzed. For this analysis, subjects were
excluded entirely if more than 75% of trials were discarded for
a given experimental condition, or if more than 50% of all trials
were discarded for that subject.

fMRI Parameters
Magnetic resonance imaging (MRI) scanning was carried
out with a Siemens Trio 3-T scanner using a 32-channel
receiver array head coil. Functional data were acquired
with a T2∗ -weighted gradient-echo sequence (repetition
time (TR) = 2000 ms, echo time (TE) = 30 ms, flip angle = 90◦ ,
FOV = 192 mm × 192 mm, voxel size = 1.5 × 1.5 × 2 mm,
inter-slice gap = 0.4 mm). Parallel imaging (Siemens iPAT with
an acceleration factor of 2) was used, and 28 approximately
axial slices were collected angled ∼30◦ forward (perpendicular
to the calcarine sulcus), to maximize high-resolution coverage
of occipital, parietal, and posterior temporal cortices. The
same fMRI protocol was used for the main experiment and
the functional localizer scans.

fMRI Preprocessing
fMRI data were temporally interpolated to align each slice
with the first slice acquired, motion corrected (with trilinearsinc interpolation), and temporally high-pass filtered to
remove low-frequency drift (kernel = 0.01 Hz). No spatial
smoothing was performed on the data beyond the interpolation
required for motion correction and cross-run alignment.
Preprocessing was carried out using a combination of Brain
Voyager QX version 2.2 (Brain Innovation, Mastricht,
Netherlands; Goebel et al., 2006) and the fMRI Software
Library (FSL; Smith et al., 2004; Jenkinson et al., 2012). All
univariate and multivariate analyses in the main experiments
were conducted in native functional space using custom
Matlab code.

Functional Localizers
All functional ROIs were defined based on three different
localizers collected independently of the main experiment. The
threshold for each localizer contrast was set at p < 0.05, corrected
for False Detection Rate [FDR], Benjamini and Yekutieli,
2001). All category-selective regions as well as Lateral Occipital
cortex (LO) were defined based on specific functional contrasts
combined with constraints from anatomy and relative location
(Weiner and Grill-Spector, 2011).
To define the FFA, the OFA, the OPA, and the PPA we used
a localizer with 20 blocks of static images of faces and houses.
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Univariate fMRI Analyses
All runs were analyzed with a standard general linear model, with
10 finite impulse response (FIR) predictors for each condition
and one predictor for each run. Weights for each predictor for
each voxel were fit using ordinary least squares regression.
We obtained a single activation value per voxel per condition
by averaging the weights of the FIR predictors near the peak of
the hemodynamic response function (HRF) for each condition.
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We then estimated response amplitudes to each condition for
each voxel in each half of the data as described in Univariate
fMRI analyses. This resulted in a vector of estimated voxel
responses for each condition, for each ROI, for each half of
the data, for each way to split the data in half. We normalized
the responses by subtracting the mean response across conditions
for each voxel from the response to each separate condition
for that voxel, as in Haxby et al. (2001). This was done
independently for each half of the data, and for each split.
For each split, we generated a correlation matrix by correlating
the voxel response vectors for all conditions in one half of the
data with those in the other half. Correlations were Fischer
z-scored and then averaged over the different splits. We used a
difference of z-scored correlations (∆r) as a measure of feature
information:




Z rfA,fB + Z rhA,hB
Z rfA,hB + Z rhA,fB
1r =
−
(1)
2
2

To find the peak of the HRF per condition, we averaged the
FIR weights across voxels in each ROI and identified the FIR
predictor for each condition with the maximum average weight.
We then used t tests across all voxels in each ROI to compare
the FIR predictors within 4 s (2 TRs) of the maximum to
the maximum FIR predictor. We averaged all FIR weights that
were not significantly different from the maximum (p > 0.05).
This procedure was performed separately for each condition,
and selected 1–4 FIR predictors comprising the HRF peak
for each ROI for each condition. The same time points per
condition were averaged for all voxels in a given ROI. This
procedure allowed for variation in HRF shape across ROIs and
subjects.
Activation values for each condition were converted to units
of percent signal change by dividing the average weight for each
condition by the average signal intensity across runs. At this
stage, the trial types were assigned to ipsilateral/contralateral
experimental conditions according to the position of the stimulus
and the direction of the eye movement with respect to each
region of interest (as described above). For example, the face
+ fixate right trial type (in which a face appeared to the left
of a fixation cross on the right) was assigned to the FaceIpsi condition for voxels in the left hemisphere and the
Face-Contra condition for voxels in the right hemisphere.
For all univariate analyses, percent signal change values for
each condition were averaged across hemispheres after this
conversion.
In Experiments 1 and 3, activation values for each condition
were compared across subjects using paired t tests. In
Experiment 2, due to the limited number of subjects, significance
of the difference between conditions was assessed within each
individual subject using the following procedure. Activation
values for each condition were estimated 300 times, each time
using 80% of the available data (selected with replacement).
Using these 300 bootstrapped estimates, a 95% confidence
interval was computed for each relevant difference between
conditions. If the 95% confidence interval for a given difference
(for a particular subject in a particular ROI) did not contain zero,
that difference was considered significant.

where, f and h refer to faces and houses, and A and B refer to
the first and second half of the data set, respectively. Thus rfA,hB
is the correlation between the response pattern to faces in the
first half of the data set and the response pattern to houses in
the second half of the data set. ∆r will be greater than zero if
multi-voxel patterns are more similar within categories than
across categories. Thus, the values of ∆r provide an estimate
of feature information: how much information is conveyed
in multi-voxel response patterns about the feature differences
between stimulus categories. We computed ∆r independently
for each eye movement condition (Contra, Ipsi, and
Ipsi-to-Contra).
In Experiments 1 and 3, we compared measures of feature
information in each ROI across subjects using t tests. In
Experiment 2, we used a nonparametric method to determine
whether feature information (∆r) was significantly different
from zero for each ROI in each individual subject. First,
we split the data in half 100 different ways, and computed
estimates of the correlations between each pair of conditions
for each split. We then computed differences of correlations
between different conditions for each split. This yielded 100
bootstrapped ∆r values for each ROI. Finally, we computed
a 95% confidence interval for ∆r for each condition in each
ROI by resampling different combinations of the 100 estimates
of ∆r for each condition and ROI. If the 95% confidence
interval did not contain zero for a given condition and ROI,
we concluded that feature information was reliably different
from zero.

Multivariate fMRI Analyses
We used multi-voxel pattern correlation (Haxby et al., 2001; Cox
and Savoy, 2003) to determine whether the pattern of activity in
each ROI could distinguish faces from houses. Distinguishable
patterns in a given area imply that the area contains
information about the features that differ between the face and
house stimuli. Thus, we refer to the multivariate measure
of pattern separability (which we define below) as feature
information.
For all analyses, each subject was first analyzed independently,
and measures of feature information per subject per condition
were averaged at the end. To determine whether a given region
contained information about the distinction between the features
in our two categories of stimuli, we first split the data for each
subject in half n different ways. The number of splits (n) varied
by experiment, due to different numbers of trials per experiment.
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Signal Quality Criteria
For each region in this experiment, we investigated remapping
of stimulus location (using univariate mean response measures)
and remapping of stimulus features (using the MVPA feature
information (∆r) measure). To establish that we had sufficient
signal to detect feature remapping if it did exist, we set two
types of criteria for signal quality in each region that we
investigated.
First, we tested whether each region showed univariate
stimulus location remapping as in Merriam et al. (2003, 2007).
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That is, we identified regions that responded more strongly
to contralateral stimuli than ipsilateral stimuli (Figure 2B, 1.1)
and then tested whether each region responded more in the
Ipsi-to-Contra condition than in the Ipsi condition (Figure 2B,
1.2). These were the only criteria used for evaluating location
remapping in Experiment 1. In Experiments 2–3, we set the
additional criterion that the response in the Ipsi-to-Contra
condition must be greater than the response in the Saccade Only
condition (Figure 2B, 1.3).
Second, we tested whether we had enough signal to
measure remapping of stimulus feature information in each
region. We tested whether there was significant feature
information in the Contra condition (i.e., whether we could
distinguish our two categories of stimuli (faces in circles
and houses in squares) based on patterns of voxel responses
when the stimuli were presented contralaterally (Figure 2B,
2.1), and then tested whether there was greater feature
information in the Contra condition than in the Ipsi condition
(Figure 2B, 2.2).
Finally, with these criteria in place, we tested whether each
candidate region exhibited remapped feature information. In
other words, was there more feature information in the Ipsi-toContra condition than in the Ipsi condition (Figure 2D, 2.2)?
It is worth noting that there are many reasons we might fail to
measure an increase in feature information following a saccade.
Also, as with any null result, a failure to find feature remapping
does not necessarily mean that it does not exist. However, the
absence of feature remapping becomes more conspicuous if a
given region meets all of these signal quality criteria described
above.

FIGURE 3 | Eye traces for horizontal (x) eye position for four different
eye movement trial types for a single subject. Top left is fixate left, top
right is saccade left-to-right, bottom left is fixate right, bottom right is saccade
right-to-left. Each plot is a density plot containing trials for both face and
house stimuli. The darkness of each pixel reflects the number of trials (up to a
max of 30) in which the subject’s eyes were focused on a given × location
during each 30 ms window. Blue and red dashed lines indicate left and right
fixation targets ±1◦ . Stimulus onset is at 0 s and offset is at 1 s. Eye behavior
was accurate and consistent across trials.

Results
Eye Tracking
Eye traces for one subject are shown in Figure 3. This subject
had reliable eye tracking data signal quality, and the eye traces
confirm successful execution of the fixation and saccade tasks.
Across all subjects, 54% (3627/6720) of the trials were retained
for eye tracking analysis. For trials requiring saccades, average
latency (± standard deviation) from saccade cue to saccade
onset was 272 ± 104 ms. This latency is well within the
window for memory trace remapping (Duhamel et al., 1992),
and comparable to saccadic latencies in previous reports of
memory trace remapping in fMRI (Merriam et al., 2003, 2007).
Analyzing fMRI data from only trials with verifiably good eye
behavior gave highly similar results to those reported below. For
details of this analysis and further analysis of eye tracking data
(including eye data for Experiments 2 and 3), see Supplementary
Materials.

EXPERIMENT 1
In Experiment 1 we conducted a test of feature remapping with
eight trial types: faces and houses for fixate right, fixate left,
saccade left-to-right, and saccade right-to-left. As noted above,
we did not include the Saccade Only conditions in this initial
experiment because we wanted to ensure sufficient statistical
power for the main conditions of interest.

Stimulus Location Remapping
Figures 4A,B shows the univariate results for Experiment 1. For
each ROI, data are averaged across hemispheres. Both faces and
houses activated all of the visual areas we defined, with OFA and
FFA responding more to faces and OPA and PPA responding
more to houses. Importantly, all of these areas also exhibited a
contralateral preference; that is, significantly greater activity for
Contra vs. Ipsi (all t > 2.6, p < 0.05).
Does this univariate activity remap? Consistent with Merriam
et al. (2003, 2007), we observed larger responses in the Ipsi-toContra condition than in the Ipsi condition in several visual
areas (for V1–V4, V3A, LO, and FFA, all t > 2.8, p < 0.05;
see asterisks in Figure 4B). Each of these regions meets both
of the criteria for univariate remapping that were tested in this
experiment (Figure 2B, 1.1 and 1.2). Supplementary Table 1
provides statistics for all regions individually.

Methods
Ten subjects (three females, mean age 26.5 y, age range 21–36 y)
participated in Experiment 1. One subject was rejected for
excessive head movements, resulting in nine usable subjects. Six
of these subjects had already participated in pilot versions of the
study. Subjects saw eight different trial types in each of 10 to 12
runs of scanning. Due to time constraints, one subject had two
fewer runs than the others. Each run had 64 trials, including four
target trials, for a total of ∼90 trials per trial type after target
and false alarm trials were removed. Trial types were pseudorandomly intermixed with a constraint to minimize temporal
correlations between condition onsets. The location of the initial
fixation cross changed sides of the screen halfway through each
run, so all conditions were presented in each run. Initial fixation
position for the first half of the trials was balanced across different
runs/subjects.
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Feature Information Detection
Figure 4C shows the feature information results for
Experiment 1. The patterns of voxel activity in early visual
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had greater amounts of feature information in contralateral vs.
ipsilateral hemispheres (all t > 2.6, p < 0.05).

Feature Information Remapping
To address the key question of whether stimulus feature
information remaps, we tested whether feature information was
greater in the Ipsi-to-Contra condition than in the Ipsi condition.
Despite the increase in univariate response in many regions
(Figure 4B), we observed no analogous increase in feature
information in any region tested (Figure 4C, Supplementary
Table 1).

Discussion
In summary, we found tentative evidence for stimulus location
remapping in areas V1–V4, V3A, LO, and FFA, and sufficient
power to detect feature information in V4, LO, OFA, FFA,
OPA, and PPA. Of these regions, only LO met all the signal
quality criteria defined in the Methods. (FFA and V4 met most
of these criteria, but did not show more feature information
with contralateral stimulus presentation than with ipsilateral
stimulus presentation.) For our key question of interest, we
found no evidence for automatic remapping of stimulus feature
information, in LO or any other region.
However, any conclusion based on the data presented so far
is qualified by two important weaknesses of Experiment 1. First,
fMRI is particularly susceptible to Type II error: it is easy to
miss real effects because of poor signal. Any regions that pass
our signal quality criteria should have the statistical power to
detect feature remapping if it exists, but only one ROI met all
our criteria (LO), and feature information in LO was relatively
low compared to other regions. More trials per condition would
likely provide better signal to help with this issue. Second, we did
not include Saccade Only control conditions in Experiment 1.
Firmly establishing location remapping requires a test of whether
univariate responses to ipsilateral stimuli followed by a saccade
are greater than responses to saccades alone (Figure 2B, 1.3), as
was done in Merriam et al. (2003, 2007). Experiment 2 addresses
both of these issues.

FIGURE 4 | Experiment 1 results. (A) Estimated hemodynamic response
function (HRF) functions for two representative ROIs (V1v and fusiform
facearea (FFA)), according to the legend below. “v” Denotes the ventral portion
of the ROI, which represents the upper visual field where the stimuli appeared.
(B) Bar graphs for estimated response (in percent signal change) per condition
per ROI. The lower level of asterisks indicate significant (p < 0.05) differences
between face and house responses. Lines with asterisks above them denote
significant (p < 0.05) differences between eye movement conditions (e.g.,
between Contra and Ipsi). V1v-V4, LO, and FFA all show a pattern of
responses consistent with remapping of stimulus location. (C) Feature
information (difference of z-scored Pearson correlations, ∆r) for each ROI.
Asterisks directly above the bars indicate significant feature information for
that condition (∆r > 0, p < 0.05). Asterisks between bars indicate significant
differences in feature information (p < 0.05). No region shows a pattern of
responses consistent with remapping of feature information (an increase in
feature information in the Ipsi-Contra condition vs. the Ipsi condition).

EXPERIMENT 2
Experiment 2 used the same general design as Experiment 1,
with a few modifications. First, to fully establish that we had
measured location remapping, we added two Saccade Only
control conditions, one in each direction: Contra-to-Ipsi Saccade
Only and Ipsi-to-Contra Saccade Only. Second, to increase the
number of trials per condition for feature information analyses,
we restricted the stimuli to one side of the visual field per subject.
We also changed the task to encourage subjects to attend
to the features—rather than merely the location—of each
stimulus image. Subjects were instructed to press a button
whenever they saw an occasional target image of an old face
or house, compared to the more frequent non-target images
of young faces and modern houses (Figure 1A). This task
is orthogonal to the feature information analysis and did
not require sustained attention to or memory of each image
after stimulus presentation. This is in keeping with our goal

cortex did not distinguish between our face and house images,
despite our attempts to incorporate low-level differences into
the stimuli. However, in V4, LO, OFA, FFA, OPA, and PPA,
we observed significant amounts of feature information for
faces vs. houses (all t > 2.3, p < 0.05). LO, OFA, OPA, and PPA
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to study automatic stimulus feature remapping rather than
mechanisms of attention shifts, which we view as a separate
question.
We made one other change to the timing of the saccade cues,
which resulted in only a minor change in the latency from image
offset to saccade onset (see supplemental materials: eye tracking
results).

Methods
Four subjects (two females, mean age 26.0 years, age range
21–32 years) participated in this experiment. Three of the
subjects had also participated in Experiment 1. Two subjects saw
the five conditions with the initial fixation to the right of screen
center, and two saw the five conditions with the initial fixation
position to the left of screen center, in each case over 12–13
runs of scanning. Each run had 64 trials, including 4 target trials,
for a total of ∼156 usable trials per condition after target/false
alarm trials were removed. Conditions were pseudo-randomly
intermixed with a constraint to minimize correlations between
condition onsets. This resulted in ∼70% more trials per condition
than Experiment 1, at the cost of having only half of each subject’s
brain exposed to each condition. (For a given hemisphere,
responses were only measured for either Contra, Contra-to-Ipsi,
and Contra-to-Ipsi Saccade Only conditions, or for Ipsi, Ipsi-toContra, and Ipsi-to-Contra Saccade Only conditions).

Results
Stimulus Location Remapping
Univariate results are shown in Figures 5A,B (see Supplementary
Table 2 for statistics by subject and ROI). As in Experiment 1,
most areas exhibited a contralateral preference, and the categoryselective areas exhibited stronger responses for their respective
preferred categories. A majority of subjects (at least 3/4, or 2/3 in
OFA) showed partial evidence for stimulus location remapping
in V1–V4, LO, OFA, and OPA, with reliably larger responses
in the Ipsi-to-Contra condition than in the Ipsi condition (a
95% confidence interval on the difference between the two
conditions did not contain zero). However, responses to the
Saccade Only condition were also substantial in all ROIs. Of
the ROIs exhibiting tentative evidence for location remapping,
only in OFA and OPA were responses in the Ipsi-to-Contra
condition larger than responses in the Saccade Only condition.
The only region that met all the criteria we established for
location remapping was OPA, and in OPA only two of the four
subjects met all the criteria.

FIGURE 5 | Experiment 2 results. (A) Estimated HRF functions for two
representative ROIs (V1v and FFA). “v” Denotes the ventral portion of the ROI,
which represents the upper visual field where the stimuli appeared. (B) Bar
graphs for estimated response (in percent signal change) per condition per
ROI. Fractions indicate the number of subjects for whom each difference was
reliable. Fractions above lines denote the number of subjects who showed
reliable differences between eye movement conditions (e.g., between Contra
and Ipsi). In V1v-V4, V3A, LO, OFA, and OPA, a majority of subjects show
larger responses in Ipsi-to-Contra condition than in the Ipsi condition.
However, only in OFA and OPA are the Ipsi-to-Contra responses larger than
Saccade Only responses in a majority of subjects. Thus, only OFA and OPA
show patterns of responses that are consistent with remapping of stimulus
location. (C) Category information (difference of z-scored Pearson
correlations, ∆r) for each ROI. Fractions indicate the number of subjects for
whom category information (or a difference in category information) was
reliably greater than zero. No region shows a pattern of responses consistent
with remapping of feature information (an increase in category information in
the Ipsi-Contra condition vs. the Ipsi condition).

Feature Information Detection
Multivariate results for Experiment 2 are shown in Figure 5C and
Supplementary Table 2. In all ROIs, we observed more feature
information in the contralateral responses than we observed
in Experiment 1 (note the scale of the axes in Figure 5C vs.
Figure 4C), likely because of the increased number of trials per
condition and the task requiring more attention to stimulus
features. We found feature information in the contralateral
responses in a majority of subjects (at least 3/4) in V3, V3A, V4,
LO, OFA, OPA, and PPA (95% confidence intervals for feature
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information did not contain zero—see Supplementary Table 2).
Moreover, feature information was significantly greater in the
Contra condition than in the Ipsi condition in V1, V3, V3A, V4,
LO, OPA, and PPA. (The reason that we did not find feature
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were more foveal and more peripheral than our original ROIs
(Figure 6A). We used these new ROIs to explore how much
the responses in the Ipsi-to-Contra and Saccade Only conditions
depended on eccentricity of the receptive fields for each ROI.
Figure 6B shows responses in the foveal and peripheral
ROIs compared to the original ROIs. In the Contra condition,
responses are higher in the central ROIs than in the peripheral
or foveal ROIs. In the dorsal ROIs, no response to the Contra
condition is apparent. This analysis shows that our ROIs did,
in fact, encompass the location in the brain that responded to
the visual location of the stimulus. In both the Ipsi-to-Contra
condition and the Saccade Only condition, however, responses
were not limited to the same patch of cortex. In all regions
except V4, responses in the peripheral ROIs were equal to or
larger than responses in the central ROIs. This suggests that
some factor in the periphery strongly influenced responses in our
paradigm.
A final possibility that could contribute to increased responses
in the Saccade Only condition relates to stimulus expectation.
Even though stimuli were never actually presented on the
Saccade Only trials, these trials were randomly intermixed
with stimulus trials, and subjects may have established an
ongoing expectation or memory of stimuli appearing at that
particular location on other trials. Umeno and Goldberg (2001)
demonstrated that some neurons in macaque FEF will begin to
respond to a saccade alone if saccade trials are interleaved with
trials in which a stimulus appears in a predictable location—even
if they did not respond to a saccade initially. In the original article
using the fMRI remapping paradigm, Merriam et al. (2003) chose
to present their conditions in a fixed order in the majority of their
data collection to avoid this problem.
We designed Experiment 3 to address these potential
confounds with illumination and stimulus expectation, both of
which could have caused an increased Saccade Only response
that obscured real location remapping.

information in FFA is likely that we could only localize FFA in
three of the four subjects. Furthermore, in two of those three
subjects, we could only localize FFA in the right hemisphere, and
one of those subjects did not see stimuli contralateral to right
FFA at all).

Feature Information Remapping
Despite the reliable presence of feature information in response
to contralateral stimuli, feature information in the Ipsi-to-Contra
condition was not reliably higher than feature information in
the Ipsi condition in any ROIs. Thus, neither Experiment 1 nor
Experiment 2 provided any evidence for remapping of stimulus
feature information.

Discussion
Experiment 2 replicated most of the findings of Experiment 1,
and the greater power to detect feature information makes
the lack of stimulus feature remapping even more salient.
However—surprisingly, given prior results (Nakamura and
Colby, 2000, 2002; Merriam et al., 2003, 2007)—we observed
statistically indistinguishable response magnitudes in the Ipsito-Contra and Saccade Only conditions. Large responses in
the Saccade Only condition raise the possibility that the
responses in the Ipsi-to-Contra condition were exclusively due
to the presence of a saccade. Our results do not necessarily
mean that there was no remapping of stimulus location. It is
possible that responses due to remapping and responses due
to saccades do not sum linearly, so it is impossible to say:
(1) whether a real effect of location remapping may have been
masked in our data by a large response to saccades alone;
or (2) whether there was no remapped response at all. Given
this ambiguity, it is difficult to draw any firm conclusions
about stimulus feature remapping based on the data presented
so far.
Why were the Saccade Only responses so large in the current
experiment? One possibility is that the luminance difference
between the center of the screen and the periphery contributed
to the large Saccade Only responses. The receptive fields of
neurons in all ROIs were always centered on some part of the gray
projection screen. However, the part of the screen that stimulated
the ipsilateral ROIs was closer to the visual periphery, and the
periphery may have been dimmer overall due to the lack of
illumination from the dark area outside the projection screen.
Thus, in the Ipsi-to-Contra condition and Ipsi-to-Contra Saccade
Only condition, the subjects’ eye movements may have brought a
slightly brighter part of the screen into the receptive fields of the
neurons in each ROI. Consistent with this possibility, responses
in the Ipsi-to-Contra Saccade Only condition were slightly larger
than responses in the Contra-to-Ipsi Saccade Only condition for
most ROIs in most subjects (see Supplementary Table 2).
This difference between saccades in different directions
suggests that illumination or some other factor may have affected
the responses we measured. If this were the case, then regions
of the cortex that represent the visual periphery should respond
more strongly than the original ROIs in the Ipsi-to-Contra
and Saccade Only conditions. To explore this possibility, we
defined ROIs in both ventral and dorsal portions of V1–V4 that
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EXPERIMENT 3
In order to more closely replicate previous work, and to reduce
or eliminate two potential causes of large Saccade Only condition
responses, we made two changes in the experimental design
for Experiment 3. To reduce the effect of global illumination
on the blood-oxygen-level dependent (BOLD) responses, we
eliminated ambient light sources from the scanning environment
and darkened the screen background. To reduce the chance
that subjects’ expectation of a stimulus would drive responses
higher in the Saccade Only condition, we grouped our conditions
together by run and presented all the Saccade Only trials together
in the same runs. We also varied the order of presentation
of the Saccade Only condition with respect to the other
conditions. For half the subjects, the runs containing Saccade
Only trials appeared before all other runs; for the other half, the
Saccade Only condition was interleaved with the runs for other
conditions.
We note that the grouping of conditions by run is
not consistent with modern fMRI best practices. If conditions
are not randomly interleaved, the odds increase that general
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FIGURE 6 | Foveal/peripheral ROI analysis for Experiment 2. (A) Locations of each ROI for one example subject. (B) Responses within the foveal, original, and
peripheral ROIs. Responses to faces and houses are averaged together in each bar. In the Contra condition, responses are largest in the original ventral ROIs. In the
Ipsi-to-Contra condition and the Saccade Only condition, responses are largest in the most peripheral ROIs. This suggests that something in the visual periphery
affected the responses more strongly than the stimulus, and casts doubt on whether the Ipsi-to-Contra responses should be interpreted as remapping.

houses, and left-to-right saccade-only trials; or (2) rightto-left faces, right-to-left houses, and right-to-left SaccadeOnly trials.
To match previous experimental designs (Merriam et al.,
2003, 2007), we only showed one type of condition for each
scanning run (though face and house trials were still intermixed).
Half of the subjects saw Saccade Only runs interleaved with
runs of the other conditions, with the order of scanning runs
randomly assigned. The three subjects who had participated in
previous experiments were all scanned in this version of the
experiment. The other half of the subjects saw the Saccade
Only condition presented first to further diminish the possibility
that an expectation or memory of a stimulus would affect the
BOLD responses across condition blocks. The six subjects for
this version were all naïve to the intent of the experiment and
had not seen any trials with stimuli in them before viewing the
Saccade Only runs. For these subjects, task instructions were
given in progressive sections before each type of run: before
the experiment they were only given the instructions (and eyetracker practice) for the Saccade Only task; instructions for the
subsequent conditions were given while subjects were in the
scanner after completion of the Saccade Only runs. All subjects

alertness, cognitive expectation, or scanner-related artifacts
could vary across conditions and confound the results. However,
one goal of this experiment was to isolate the cause of the
discrepancy between our work and past work, so we matched our
stimulus presentation protocol to previous studies to see if results
based on grouped conditions would match previously reported
results more closely than the results of our initial interleaved
design.

Methods
Twelve subjects (nine females, mean age 25.8 years, age range
20–30 years) participated in Experiment 3. Three of the subjects
had participated in one of the prior experiments. One subject
was excluded for excessive drowsiness and consequently poor
fixation behavior. Of the 11 remaining subjects, five were
scanned in an additional session, to provide more data for the
feature information analysis.
For Experiment 3 we included 7 of the 10 possible trial types.
As in Experiment 2, each subject was only required to make eye
movements in one direction. Thus, every subject saw faces and
houses presented on both sides of the visual field without making
a saccade, and also saw either: (1) left-to-right faces, left-to-right
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Ipsi-to-Contra, and Saccade Only) and between-subject factor
Order (interleaved and Saccade Only first). We found a main
effect of Condition in all ROIs except the dorsal (un-stimulated)
parts of V1, V2, and V3 (all F (3,1) > 8.25; see Table 1 for
statistics). We also found a main effect of Order in V1d, V2v,
V2d, V3v, V3d, and V4 (all F (3,1) > 5.50; see Table 1 for
statistics): responses were greater, on average, with the Saccade
Only condition presented first and other conditions presented in
subsequent blocks. However, we found no interaction between
Condition and Order in any of the ROIs, so the order of
the condition blocks did not affect responses differentially
across conditions. Consequently, for the subsequent analyses
we analyze the data from both versions of the experiment
together.

performed the same detection task as in Experiment 2 (for trials
with stimuli present).
12–18 runs were collected per subject for the first session.
Each run had 48 trials, including 4 target trials, for a total
of ∼100 trials per condition after target and false alarm trials
were removed. 12–15 more runs were collected for subjects who
participated in a second session, resulting in ∼200 trials per
condition. For subjects with multiple runs, functional data were
aligned to an anatomical scan collected in the same session and
transformed to a reference frame defined based on the location
of the subject’s anterior and posterior commissures (commonly
referred to as the AC-PC reference frame) using a 6-parameter
(rigid body) affine transformation.
The fMRI scanning environment was also modified to
minimize background illumination by changing the stimulus
background to black, turning off all lights in the scanner
room, and draping blackout sheets over the observation
window separating the scanner room from the control
room to prevent outside light from entering the scanner
room. The only light sources thus came from the projector
itself. However, even the black background still produced
a measurable amount of background illumination when the
projector was on. To reduce this illumination as much
as possible, we additionally placed a thick neutral-density
filter in front of the entire projector, and further blocked
extraneous illumination by placing an opaque black cardboard
cutout over the projector blocking un-stimulated parts of the
screen.

Stimulus Location Remapping
Univariate fMRI results averaged across all subjects are
shown in Figures 7A,B. Unexpectedly, with the conditions
blocked together and the background substantially darkened,
none of the visual areas showed a pattern of responses
consistent with remapping. The mean response in the Ipsi-toContra condition was not significantly larger than the mean
response in the Ipsi condition in any region except V3v,
and there the response in the Ipsi-to-Contra condition was
not significantly larger than in the Saccade Only condition.
The lack of a difference between the Ipsi-to-Contra and Ipsi
conditions may have been due to larger responses in the Ipsi
condition than were measured in the previous experiments
(compare blue bars in Figure 7B to the same bars in
Figures 4B, 5B).
One possibility is that the appearance of a bright stimulus
image on the darkened screen may have brightened the whole
scanning environment enough to elicit a small response in
regions representing the entire visual field. To determine whether
the increased Ipsi responses were due to diffuse activation in
response to the bright flash of the stimulus, we performed
the same foveal/peripheral ROI analysis as in Figure 6 with the
data from Experiment 3. Results of this analysis are shown in
Figure 8. As in Experiment 2, the largest responses in the Contra
condition were observed in the original (central) ROIs. However,
unlike Experiment 2, the responses in the foveal and peripheral
ROIs were increased above baseline in V1v, V2v, and V3v. This
suggests that the bright stimulus onset may have elicited a diffuse
response across all the visual areas responding to the top half

Results and Discussion
Effect of Condition Order
We compared both versions of the experiment (interleaved
order vs. Saccade Only first) to test whether expectation of
the stimulus appearing affected responses in each condition.
First, we estimated responses for each condition for subjects
in the interleaved version, for whom blocks of Ipsi-to-Contra
and Saccade Only trials were interleaved with blocks of other
trial types. Then we estimated responses for each condition for
subjects in the Saccade Only first version, who had seen all the
Saccade Only trials in the first blocks and Ipsi-to-Contra trials
in the latter blocks. We averaged responses to faces and houses
to get a single response per eye movement condition per ROI,
and performed a two-way analysis of variance (ANOVA) on
the responses with within-subject factor Condition (Contra, Ipsi,

TABLE 1 | Analysis of variance (ANOVA) statistics by region of interest (ROI) for the condition order analysis of Experiment 3.
ROI
F (3,1) condition
p condition
F (3,1)order
p order
F (3,1) interaction
p interaction

V1v

V2v

V3v

V1d

V2d

V3d

V3A

V4

LO

OFA

FFA

OPA

PPA

14.51
0.00
2.81
0.10
0.96
0.42

22.37
0.00
7.53
0.01
1.94
0.14

22.41
0.00
5.61
0.02
1.25
0.31

2.28
0.10
9.38
0.00
1.41
0.26

1.65
0.19
9.48
0.00
1.16
0.34

2.24
0.10
5.51
0.02
0.67
0.57

13.64
0.00
2.29
0.14
0.43
0.73

31.44
0.00
5.56
0.02
1.53
0.22

13.79
0.00
0.70
0.41
0.49
0.69

12.31
0.00
1.20
0.28
0.33
0.80

18.45
0.00
1.08
0.31
0.80
0.51

8.26
0.00
0.36
0.56
0.25
0.86

23.34
0.00
1.10
0.30
0.16
0.93

Bold values indicate significant effects (p < 0.05). Adjacent rows shows F values for one condition (above) and the associated p values (below) for each ROI. F values are
for the variables condition, order, and the Interaction between them.
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FIGURE 8 | Foveal/peripheral ROI analysis for Experiment 3. Responses
within the foveal, original, and peripheral ROIs. Responses to faces and
houses are averaged in each bar. In the Contra condition, responses are
largest in the original ventral ROIs, but the foveal and peripheral ROIs also
respond more than in Experiment 2. Responses in the Ipsi condition are also
above zero. Both the Ipsi responses and the foveal/peripheral responses are
likely caused by diffuse lightening of the upper part of the screen at stimulus
onset. Once again, in the Ipsi-to-Contra condition and the Saccade Only
condition, responses in the peripheral ROIs are approximately as large as
responses in the original ROIs. These peripheral responses suggest that the
responses in the original ROIs may not be due to remapping of
stimulus-specific location (or other) information.

FIGURE 7 | Experiment 3 results. (A) Estimated HRF functions for two
representative ROIs (V1v and FFA). “v” Denotes the ventral portion of the ROI,
which represents the upper visual field where the stimuli appeared. (B) Bar
graphs for percent signal change per condition per ROI. The lower level of
asterisks indicate significant (p < 0.05) differences between responses to
faces and houses. Lines with asterisks above them denote significant
(p < 0.05) differences between eye movement conditions (e.g., between
Contra and Ipsi). No regions show a pattern of responses consistent with
remapping of stimulus location. (C) Feature information (difference of z-scored
Pearson correlations, ∆r) for each ROI. Asterisks directly above the bars
indicate significant feature information for that condition (∆r > 0, p < 0.05).
Asterisks between bars indicate significant differences in feature information
(p < 0.05). No region shows a pattern of responses consistent with
remapping of feature information (an increase in feature information in the
Ipsi-Contra condition vs. the Ipsi condition).

original ROIs. However, in V1 in particular, the responses in
the peripheral ROIs in the Ipsi-to-Contra and Saccade Only
conditions appeared diminished compared to Experiment 2.
The smaller responses in the periphery were likely due to the
darkened scanning environment, and a consequently smaller
difference between the edge of the projector screen and the
scanner bore behind it. The asymmetry between the two saccade
directions was not present in as many regions in Experiment 3 as
it was in Experiment 2, which is also consistent with a reduced
effect of illumination differences in the periphery. Even though
the responses in the Saccade Only condition appear to be less

of the screen (the bottom half was substantially dimmed by a
neutral-density filter—see ‘‘Materials and Methods’’ Section).
As in Experiment 2, responses in the Ipsi-to-Contra condition
were not confined to the original ROIs. Responses in both the
Ipsi-to-Contra and Saccade Only conditions in the peripheral
ROIs were as large as responses to those conditions in the
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responded as strongly as the locations that represented the
stimulus.
In our third experiment, we attempted to match the
conditions of our paradigm as closely as possible (given the aims
of our experiment) to previous work. We darkened the screen
and fMRI environment, and manipulated the order in which
subjects experienced the conditions (Experiment 3 methods).
None of these manipulations resulted in clear stimulus location
remapping (Figure 7, Supplementary Table 3).

influenced by luminance-related factors in Experiment 3, the
responses to the Saccade Only condition (in foveal, original, and
peripheral ROIs) were still as large as the responses in the Ipsito-Contra condition.
One final reason that the Ipsi responses were larger in
Experiment 3 could be that subjects did not have to move
their eyes at all in blocks containing the Ipsi condition in this
experiment. Thus, it may have been easier for them to attend
to the location of the stimulus in the Ipsi condition in this
experiment vs. in previous experiments. Attention is known to
modulate BOLD responses when a stimulus is expected to appear
(McMains et al., 2007), so uninterrupted attention to the stimulus
location may have resulted in increased responses in the Ipsi
condition.
In sum, despite our attempts to match previous experimental
designs as closely as possible, we once again did not measure a
reliable signature of stimulus location remapping.

Differences from Past Research
We view our experiments as a failure to generalize rather than a
failure to replicate past work, since several important differences
remain between our experiments and those of Merriam et al.
(2003, 2007). Our stimuli were substantially larger (3.33◦ vs. <2◦ )
and closer to the fovea (3.5◦ vs. ∼8◦ ) than the stimuli in
Merriam et al. (2003, 2007). However, visual acuity decreases
rapidly outside the fovea, and data from our own pilot studies
and others (Schwarzlose et al., 2008; Kravitz et al., 2010) show
that patterns of responses to different stimuli become harder to
distinguish as the stimulus is moved toward the visual periphery.
Thus it was necessary to both make the stimuli larger and move
them closer to the fovea in order to increase signal to noise
for measurement of feature information. We also presented our
stimuli continuously rather than flashing on and off at 6–10 Hz
(Merriam et al., 2003), although it is unclear whether or how
stimulus flicker might influence remapped responses. The lack
of flicker may have decreased the saliency of the stimulus, which
may have reduced the remapped responses (Gottlieb et al., 1998;
Joiner et al., 2011).
Another potentially important difference was the relative
darkness during the experiment. Recent work has shown that
even moderate background illumination, as well as the presence
of other objects on the screen, largely abolishes remapped
responses in the superior colliculus (Churan et al., 2011).
The same may be true of remapping in parietal and visual
cortex as well. In Experiment 3, we attempted to make the
scanning environment as dark as possible. However, our stimuli
were larger than stimuli in other remapping experiments, since
larger stimuli substantially improve signal to measure feature
information. Thus there may still have been more global
illumination in our experiment, simply due to the number of
pixels illuminated by the face and house images.
Finally, our analyses (and MRI scan protocols) focused
on ROIs in occipital visual cortex and ventral stream objectprocessing areas. Based on both prior research and pilot studies,
these areas were most likely to meet all of our signal quality
criteria—particularly the ability to reliably measure feature
information. However, it is possible that location remapping is
more reliable in regions such as IPS and FEF (Duhamel et al.,
1992; Umeno and Goldberg, 2001; Merriam et al., 2003).
In summary, our work suggests that the ability to measure
location remapping with fMRI depends strongly on the details
of the experimental paradigm. Previous work suggests that
location remapping can be reliably measured with fMRI for
small, highly salient stimuli presented in the far periphery

Feature Information Detection and Feature
Information Remapping
Multivariate results are shown in Figure 7C. In most regions
we tested (all except V2v and the dorsal parts of V1–V3) we
found significant levels of feature information with contralateral
stimulus presentation (Figure 7C, Supplementary Table 3).
However, despite the presence of feature information in nearly
all of our ROIs, none of the regions we investigated showed any
evidence for remapping of stimulus feature information.

GENERAL DISCUSSION
The current study set out to determine what information (if
any) remaps across saccades. Remapping has been suggested
as a potential mechanism for visual stability and/or coordinate
transformation of visual input. Remapping of spatial information
has been reported using neurophysiology (Duhamel et al., 1992;
Walker et al., 1995; Umeno and Goldberg, 1997; Nakamura
and Colby, 2002; but see also Zirnsak et al., 2014), behavior
(Rolfs et al., 2011), EEG (Bellebaum et al., 2005; Bellebaum and
Daum, 2006), and fMRI (Merriam et al., 2003, 2007). However, it
remains unresolved whether information about stimulus features
is also remapped.
We attempted to address this critical question using fMRI,
measuring location remapping with univariate analyses, and
feature remapping with multivariate pattern analyses of
stimulus feature information. We did not find any evidence
for remapping of stimulus feature information, despite robust
measurements of stimulus feature information in many of our
ROIs during contralateral stimulus presentation (Figures 4C,
5C, 7C). However—unexpectedly—we also did not find
evidence for location remapping. Very few of the regions
that we examined showed significantly larger responses
to ipsilateral stimuli followed by saccades (Ipsi-to-Contra
condition) than to saccades alone (Saccade Only condition;
Figures 5B, 7B). Furthermore, responses in the Ipsi-to-Contra
condition were not spatially localized to the cortical region
representing the remapped stimulus location. Cortical regions
peripheral to the region that represented the stimulus location
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2014; Oostwoud Wijdenes et al., 2015). Indeed, consistent
with our results, a recent behavioral study also failed to
find evidence of automatic remapping of feature information,
suggesting instead that feature-location binding may need to
be re-established following each saccade (Shafer-Skelton et al.,
2015).
Of course, we cannot rule out the possibility that feature
information may remap, or otherwise be transferred, under
circumstances different from those tested in this study. One
possibility is suggested by the results of Zirnsak et al. (2014):
feature information may be transferred during a saccade,
but to neurons representing locations near the saccade target
instead of to neurons representing the post-saccadic location
of the stimulus. Such a transfer of information would not be
‘‘remapping’’ in the sense implied in the original articles, since
the visual field would be warped near the target of a saccade
rather than faithfully remapped.
Another possibility, supported by several recent studies, is
that remapping may be linked to or dependent on top-down
attention. Consistent with this possibility, Mirpour and Bisley
(2012) found larger remapped responses to search targets than
to distractors in macaque area LIP (Mirpour and Bisley, 2012),
and Yao et al. (2016) found that remapped memory traces
in macaque area MT were influenced by the location of topdown attention. Neupane et al. (2016) also found that the
remapped memory trace in macaque V4 only emerges after
a delay, consistent with an account of remapping that posits
top-down attentional mechanisms (Neupane et al., 2016; Rolfs
and Szinte, 2016). Furthermore, recent work showing that
border ownership of contours is remapped across saccades in
V2 (O’Herron and von der Heydt, 2013) could be interpreted
as evidence for remapping of visual attention pointers, since
there is a known link between mechanisms of selective
attention and mechanisms of border ownership (Qiu et al.,
2007).
In humans, remapping also appears to be influenced by
attention and task relevance. Spatial attention may remap to
spatiotopic coordinates only when task-relevant (Golomb et al.,
2008), and even so, can leave behind a ‘‘retinotopic attentional
trace’’ after the eye movement (Golomb et al., 2010) that can
interfere with feature perception (Golomb et al., 2014). Other
behavioral studies also support the idea that attention is related to
feature remapping. For example, Henderson and Hollingworth
(1999) found that trans-saccadic change detection improves
if the stimulus change occurs during a saccade toward the
stimulus region that is changed—i.e., if the change is the target
of an attention shift. Thus, stimulus feature remapping (and
remapping in general) may be dependent on mechanisms of
attention allocation and/or working memory.
In our experiments we intentionally sought to minimize the
effects of attention to test if feature information automatically
remaps. We gave subjects no reason to attend to the
stimulus after the saccade on any trial, and found no
evidence for remapping. We note that this lack of evidence
for remapping in our paradigm is consistent with the
hypothesis that only attentional pointers remap (Cavanagh
et al., 2010; Rolfs and Szinte, 2016). However, we also

in very dark environments. Our work shows that location
remapping is difficult or impossible to measure with fMRI in
occipital and ventral visual areas with medium-sized stimuli
appearing in perifoveal space. This is an important obstacle to
studying remapping of stimulus feature information with fMRI,
since feature information is increasingly difficult to measure
the smaller and the more peripherally stimuli are presented.
It is possible that other factors may have contributed to this
discrepancy, or that technical improvements in fMRI, stimulus
presentation, and/or gaze-contingent eye-tracking the in scanner
may resolve some of these issues in the future.

Implications for Remapping of Stimulus
Location
Our results suggest that automatic remapping of stimulus
location, at least as measured by fMRI, is a more fragile
phenomenon than earlier reports have suggested. Several studies
from other groups have also raised questions about the effect
size and behavioral importance of automatic location remapping.
Churan et al. (2011) showed that remapping in the superior
colliculus can be abolished by the presence of multiple objects
or even screen edges. This suggests that remapping may not
occur in natural visual environments, which are often visually
cluttered. Zirnsak et al. (2014) have also recently shown that
neural RFs in macaque FEF shift toward the target of a saccade
rather than toward the neurons’ post-saccade RF locations. These
results suggest that visual space is compressed around targets
of eye movements rather than automatically remapped (Zirnsak
and Moore, 2014). Both the Churan and Zirnsak studies focus
on regions outside visual cortex, so it is possible that remapping
could still occur as the original studies suggested in parietal
and low-level cortical visual regions. However, behavioral results
also point to compression of visual space around saccade targets
(Zirnsak et al., 2011; Zirnsak and Moore, 2014), and it has been
known for a long time that that trans-saccadic memory is quite
poor (Irwin, 1991; Rensink, 2002). Additionally, Deubel (2004);
Deubel et al. (2010) have shown that landmarks or other objects
present on a screen are more important than extra-retinal signals
in estimating veridical spatiotopic position of an object. Together
with our results, these studies suggest that location remapping
may not be automatic or robust.

Implications for Remapping of Stimulus
Features
We failed to find any evidence of feature remapping in our
experiments. This null result on its own does not constitute
a strong case against feature remapping, particularly given the
absence of location remapping in our paradigm. However, we
also note that other reported evidence for feature remapping
has been weak, indirect, or potentially attributable to remapping
of attentional pointers rather than features (Irwin et al.,
1988; Hayhoe et al., 1991; Melcher and Morrone, 2003;
Melcher, 2005; Prime et al., 2006; Melcher, 2007; Knapen
et al., 2009, 2010; Cavanagh et al., 2010; Demeyer et al.,
2011; Zirnsak et al., 2011; O’Herron and von der Heydt,
2013; Harrison and Bex, 2014; Subramanian and Colby,
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note that if top-down factors are critical, it may still be
possible to detect feature remapping if subjects are given
a trans-saccadic task related to the experimental stimuli.
Exploration of the relationship between stimulus feature
remapping and attention may prove to be fruitful ground for
future experiments.

2011), in an ideal experiment the edges of the projection
screen should not be visible to the subject. Finally, if the
scanning environment is darkened, stimuli may need to
be presented at low luminance values to avoid global
lightening and consequent diffuse responses to stimulus
onset.
Finally, given the failure to generalize the location remapping
result with our paradigm, it will be important to better
establish the circumstances and parameters under which location
remapping can and cannot be detected with fMRI, to evaluate
if fMRI is indeed a promising approach to this question.
fMRI offers many advantages that make it a potentially
powerful tool for exploring representational questions such
as these, but it may be the case that advances in other
techniques, such as multi-unit neurophysiology and EEG, may
provide better—or at least complementary—approaches to this
question.

Summary and Recommendations
In summary, we found no evidence for remapping of feature
information in any region we studied, but we also found no
evidence for remapping of location information: saccades alone
elicited responses as large as the responses to stimuli followed
by saccades. Thus, we could not rule out the possibility that all
responses we measured in conditions with saccades were simply
due to the saccades rather than remapping. Controls for global
illumination and visibility of screen edges did not resolve the
issue.
Because of the lack of location remapping, our conclusions
about feature remapping are somewhat limited. However,
the question of what remaps is crucial for understanding
visual stability, and we report our efforts here both for the
theoretical contributions as well as the practical benefit
to others attempting to study this question in the future.
Our findings generate several recommendations for future
experiments on remapping of stimulus feature information.
First, care must be taken to choose stimuli, tasks, and ROIs
that will meet all of the signal quality criteria described
at the beginning of this article. In particular, it may
be necessary to optimize stimuli to search for feature
remapping in particular areas (for example, two directions
of moving dot fields or two orientations of bars might
provide more reliable measurements of feature information
in early visual areas). While we ultimately did not succeed
in measuring feature remapping in these experiments,
it remains unclear whether this was due to an inherent
problem with the robustness of remapping, or if technical or
methodological improvements may lead to success in future
endeavors.
Additionally, to rule out potential causes for large
responses to saccades alone, careful attention should be
paid to the subjects’ full field of view. Different regions
of the screen should not differ at all in their baseline
illumination. It may also be necessary to manipulate
the scanning environment to achieve wide-field visual
homogeneity. Since screen edges may provide landmarks
or points of reference for stimulus locations, which
have been shown to affect remapping (Churan et al.,

AUTHOR CONTRIBUTIONS
MDL and JDG conceived and designed the experiments,
collected and analyzed the data, and wrote the manuscript.
NK provided conceptual input and contributed to writing the
manuscript.

FUNDING
This work was supported by NIH grant F32EY021710 to
MDL; NIH R01-EY025648, NIH F32-EY020157, and Alfred P.
Sloan Foundation BR-2014-098 to JDG; NIH R01-EY13455 to
NK, and the Athinoula A. Martinos Imaging Center at the
McGovern Institute for Brain Research, Massachusetts Institute
of Technology.

ACKNOWLEDGMENTS
We wish to thank Elisha Merriam for useful discussions and
clarifications of methods via personal communication, Irving
Biederman for useful discussions early in the project, and Colin
Kupitz and members of the Golomb Lab for manually labeling
the eye movement data.

SUPPLEMENTARY MATERIAL
The Supplementary Material for this article can be found
online at: http://journal.frontiersin.org/article/10.3389/fnsys.
2016.00053/abstract

REFERENCES

Benjamini, Y., and Yekutieli, D. (2001). The control of the false discovery
rate in multiple testing under dependency. Ann. Stat. 29, 1165–1188. doi:
10.1214/aos/1013699998
Brainard, D. H. (1997). The psychophysics toolbox. Spat. Vis. 10, 433–436. doi: 10.
1163/156856897x00357
Cavanagh, P., Hunt, A. R., Afraz, A., and Rolfs, M. (2010). Visual stability based on
remapping of attention pointers. Trends Cogn. Sci. 14, 147–153. doi: 10.1016/j.
tics.2010.01.007

Bellebaum, C., and Daum, I. (2006). Time course of cross-hemispheric spatial
updating in the human parietal cortex. Behav. Brain Res. 169, 150–161. doi: 10.
1016/j.bbr.2006.01.001
Bellebaum, C., Hoffmann, K.-P., and Daum, I. (2005). Post-saccadic updating of
visual space in the posterior parietal cortex in humans. Behav. Brain Res. 163,
194–203. doi: 10.1016/j.bbr.2005.05.007

Frontiers in Systems Neuroscience | www.frontiersin.org

17

June 2016 | Volume 10 | Article 53

Lescroart et al.

Does Stimulus Feature Information Remap?

Churan, J., Guitton, D., and Pack, C. C. (2011). Context dependence of receptive
field remapping in superior colliculus. J. Neurophysiol. 106, 1862–1874. doi: 10.
1152/jn.00288.2011
Cox, D. D., and Savoy, R. L. (2003). Functional magnetic resonance imaging
(fMRI) ‘‘brain reading’’: detecting and classifying distributed patterns of fMRI
activity in human visual cortex. Neuroimage 19, 261–270. doi: 10.1016/s10538119(03)00049-1
Demeyer, M., De Graef, P., Verfaillie, K., and Wagemans, J. (2011). Perceptual
grouping of object contours survives saccades. PLoS One 6:e21257. doi: 10.
1371/journal.pone.0021257
Deubel, H. (2004). Localization of targets across saccades: role of
landmark objects. Vis. Cogn. 11, 173–202. doi: 10.1080/13506280344
000284
Deubel, H., Koch, C., and Bridgeman, B. (2010). Landmarks facilitate visual space
constancy across saccades and during fixation. Vision Res. 50, 249–259. doi: 10.
1016/j.visres.2009.09.020
Dilks, D. D., Julian, J. B., Paunov, A. M., and Kanwisher, N. (2013).
The occipital place area is causally and selectively involved in scene
perception. J. Neurosci. 33, 1331–1336a. doi: 10.1523/JNEUROSCI.4081-12.
2013
Duhamel, J. R., Colby, C. L., and Goldberg, M. E. (1992). The updating of the
representation of visual space in parietal cortex by intended eye movements.
Science 255, 90–92. doi: 10.1126/science.1553535
Goebel, R., Esposito, F., and Formisano, E. (2006). Analysis of functional
image analysis contest (FIAC) data with Brainvoyager QX: from singlesubject to cortically aligned group general linear model analysis and selforganizing group independent component analysis. Hum. Brain Mapp. 27,
392–401. doi: 10.1002/hbm.20249
Golomb, J. D., Albrecht, A. R., Park, S., and Chun, M. M. (2011). Eye movements
help link different views in scene-selective cortex. Cereb. Cortex 21, 2094–2102.
doi: 10.1093/cercor/bhq292
Golomb, J. D., Chun, M. M., and Mazer, J. A. (2008). The native coordinate
system of spatial attention is retinotopic. J. Neurosci. 28, 10654–40662. doi: 10.
1523/JNEUROSCI.2525-08.2008
Golomb, J. D., L’heureux, Z. E., and Kanwisher, N. (2014). Feature-binding errors
after eye movements and shifts of attention. Psychol. Sci. 25, 1067–1078. doi: 10.
1177/0956797614522068
Golomb, J. D., Nguyen-Phuc, A. Y., Mazer, J. A., McCarthy, G., and Chun, M. M.
(2010). Attentional facilitation throughout human visual cortex lingers in
retinotopic coordinates after eye movements. J. Neurosci. 30, 10493–10506.
doi: 10.1523/JNEUROSCI.1546-10.2010
Gottlieb, J. P., Kusunoki, M., and Goldberg, M. E. (1998). The representation
of visual salience in monkey parietal cortex. Nature 391, 481–484. doi: 10.
1038/35135
Grill-Spector, K., Kushnir, T., Edelman, S., Avidan, G., Itzchak, Y., and Malach, R.
(1999). Differential processing of objects under various viewing conditions in
the human lateral occipital complex. Neuron 24, 187–203. doi: 10.1016/s08966273(00)80832-6
Hansen, K. A., Kay, K. N., and Gallant, J. L. (2007). Topographic organization
in and near human visual area V4. J. Neurosci. 27, 11896–11911. doi: 10.
1523/JNEUROSCI.2991-07.2007
Harrison, W. J., and Bex, P. J. (2014). Integrating retinotopic features in spatiotopic
coordinates. J. Neurosci. 34, 7351–7360. doi: 10.1523/JNEUROSCI.5252-13.
2014
Haxby, J. V., Gobbini, M. I., Furey, M. L., Ishai, A., Schouten, J. L., and Pietrini, P.
(2001). Distributed and overlapping representations of faces and objects
in ventral temporal cortex. Science 293, 2425–2430. doi: 10.1126/science.10
63736
Hayhoe, M., Lachter, J., and Feldman, J. (1991). Integration of form across saccadic
eye movements. Perception 20, 393–402. doi: 10.1068/p200393
Heiser, L. M., and Colby, C. L. (2006). Spatial updating in area LIP is independent
of saccade direction. J. Neurophysiol. 95, 2751–2767. doi: 10.1152/jn.00054.
2005
Henderson, J. M., and Hollingworth, A. (1999). The role of fixation position in
detecting scene changes across saccades. Psychol. Sci. 10, 438–443. doi: 10.
1111/1467-9280.00183
Irwin, D. E. (1991). Information integration across saccadic eye movements. Cogn.
Psychol. 23, 420–456. doi: 10.1016/0010-0285(91)90015-g

Frontiers in Systems Neuroscience | www.frontiersin.org

Irwin, D. E., Brown, J. S., and Sun, J. S. (1988). Visual masking and visual
integration across saccadic eye movements. J. Exp. Psychol. Gen. 117, 276–287.
doi: 10.1037/0096-3445.117.3.276
Jenkinson, M., Beckmann, C. F., Behrens, T. E. J., Woolrich, M. W., and
Smith, S. M. (2012). FSL. Neuroimage 62, 782–790. doi: 10.1016/j.neuroimage.
2011.09.015
Joiner, W. M., Cavanaugh, J., and Wurtz, R. H. (2011). Modulation of shifting
receptive field activity in frontal eye field by visual salience. J. Neurophysiol.
106, 1179–1190. doi: 10.1152/jn.01054.2010
Kay, K. N., Naselaris, T., Prenger, R. J., and Gallant, J. L. (2008). Identifying
natural images from human brain activity. Nature 452, 352–355. doi: 10.
1038/nature06713
Kleiner, M., Brainard, D. H., and Pelli, D. G. (2007). What’s new in
psychtoolbox-3. Perception 36, 1–16.
Knapen, T., Rolfs, M., and Cavanagh, P. (2009). The reference frame of the motion
aftereffect is retinotopic. J. Vis. 9, 16.1–16.7. doi: 10.1167/9.5.16
Knapen, T., Rolfs, M., Wexler, M., and Cavanagh, P. (2010). The reference frame
of the tilt aftereffect. J. Vis. 10, 8.1–8.13. doi: 10.1167/10.1.8
Konkle, T., and Oliva, A. (2012). A real-world size organization of object responses
in occipitotemporal cortex. Neuron 74, 1114–1124. doi: 10.1016/j.neuron.2012.
04.036
Kravitz, D. J., Kriegeskorte, N., and Baker, C. I. (2010). High-level visual object
representations are constrained by position. Cereb. Cortex 20, 2916–2925.
doi: 10.1093/cercor/bhq042
Malach, R., Reppas, J. B., Benson, R. R., Kwong, K. K., Jiang, H., Kennedy, W. A.,
et al. (1995). Object-related activity revealed by functional magnetic resonance
imaging in human occipital cortex. Proc. Natl. Acad. Sci. U S A 92, 8135–8139.
doi: 10.1073/pnas.92.18.8135
McMains, S. A., Fehd, H. M., Emmanouil, T.-A., and Kastner, S. (2007).
Mechanisms of feature- and space-based attention: response modulation and
baseline increases. J. Neurophysiol. 98, 2110–2121. doi: 10.1152/jn.00538.
2007
Melcher, D. (2005). Spatiotopic transfer of visual-form adaptation across
saccadic eye movements. Curr. Biol. 15, 1745–1748. doi: 10.1016/j.cub.2005.
08.044
Melcher, D. (2007). Predictive remapping of visual features precedes saccadic eye
movements. Nat. Neurosci. 10, 903–907. doi: 10.1038/nn1917
Melcher, D., and Colby, C. L. (2008). Trans-saccadic perception. Trends Cogn. Sci.
12, 466–473. doi: 10.1016/j.tics.2008.09.003
Melcher, D., and Morrone, M. C. (2003). Spatiotopic temporal integration of visual
motion across saccadic eye movements. Nat. Neurosci. 6, 877–881. doi: 10.
1038/nn1098
Merriam, E. P., Genovese, C. R., and Colby, C. L. (2003). Spatial updating
in human parietal cortex. Neuron 39, 361–373. doi: 10.1016/s08966273(03)00393-3
Merriam, E. P., Genovese, C. R., and Colby, C. L. (2007). Remapping in human
visual cortex. J. Neurophysiol. 97, 1738–1755. doi: 10.1152/jn.00189.2006
Mirpour, K., and Bisley, J. W. (2012). Anticipatory remapping of attentional
priority across the entire visual field. J. Neurosci. 32, 16449–16457. doi: 10.
1523/JNEUROSCI.2008-12.2012
Nakamura, K., and Colby, C. L. (2000). Visual, saccade-related and cognitive
activation of single neurons in monkey extrastriate area V3A. J. Neurophysiol.
84, 677–692.
Nakamura, K., and Colby, C. L. (2002). Updating of the visual representation in
monkey striate and extrastriate cortex during saccades. Proc. Natl. Acad. Sci.
U S A 99, 4026–4031. doi: 10.1073/pnas.052379899
Neupane, S., Guitton, D., and Pack, C. C. (2016). Two distinct types of
remapping in primate cortical area V4. Nat. Commun. 7:10402. doi: 10.
1038/ncomms10402
Nishimoto, S., Vu, A. T., Naselaris, T., Benjamini, Y., Yu, B., and Gallant, J. L.
(2011). Reconstructing visual experiences from brain activity evoked by natural
movies. Curr. Biol. 21, 1641–1646. doi: 10.1016/j.cub.2011.08.031
O’Herron, P., and von der Heydt, R. (2013). Remapping of border ownership in
the visual cortex. J. Neurosci. 33, 1964–1974. doi: 10.1523/JNEUROSCI.279712.2013
Oostwoud Wijdenes, L., Marshall, L., and Bays, P. M. (2015). Evidence for optimal
integration of visual feature representations across saccades. J. Neurosci. 35,
10146–10153. doi: 10.1523/JNEUROSCI.1040-15.2015

18

June 2016 | Volume 10 | Article 53

Lescroart et al.

Does Stimulus Feature Information Remap?

Prime, S. L., Niemeier, M., and Crawford, J. D. (2006). Transsaccadic integration of
visual features in a line intersection task. Exp. Brain Res. 169, 532–548. doi: 10.
1007/s00221-005-0164-1
Qiu, A., Rosenau, B. J., Greenberg, A. S., Hurdal, M. K., Barta, P., Yantis, S.,
et al. (2006). Estimating linear cortical magnification in human primary visual
cortex via dynamic programming. Neuroimage 31, 125–138. doi: 10.1016/j.
neuroimage.2005.11.049
Qiu, F. T., Sugihara, T., and von der Heydt, R. (2007). Figure-ground mechanisms
provide structure for selective attention. Nat. Neurosci. 10, 1492–1499. doi: 10.
1038/nn1989
Rajimehr, R., Devaney, K. J., Bilenko, N. Y., Young, J. C., and Tootell, R. B. H.
(2011). The ‘‘parahippocampal place area’’ responds preferentially to high
spatial frequencies in humans and monkeys. PLoS Biol. 9:e1000608. doi: 10.
1371/journal.pbio.1000608
Rensink, R. A. (2002). Change detection. Annu. Rev. Psychol. 53, 245–277. doi: 10.
1146/annurev.psych.53.100901.135125
Rolfs, M., Jonikaitis, D., Deubel, H., and Cavanagh, P. (2011). Predictive
remapping of attention across eye movements. Nat. Neurosci. 14, 252–256.
doi: 10.1038/nn.2711
Rolfs, M., and Szinte, M. (2016). Remapping attention pointers: linking physiology
and behavior. Trends Cogn. Sci. 20, 399–401. doi: 10.1016/j.tics.2016.04.003
Schwarzlose, R. F., Swisher, J. D., Dang, S., and Kanwisher, N. (2008). The
distribution of category and location information across object-selective
regions in human visual cortex. Proc. Natl. Acad. Sci. U S A 105, 4447–4452.
doi: 10.1073/pnas.0800431105
Shafer-Skelton, A., Kupitz, C., Tausif, A., and Golomb, J. (2015). Feature
binding and eye movements: object identity is bound to retinotopic
location regardless of stimulus complexity. J. Vis. 15, 1062. doi: 10.1167/15.
12.1062
Slotnick, S. D., and Yantis, S. (2003). Efficient acquisition of human retinotopic
maps. Hum. Brain Mapp. 18, 22–29. doi: 10.1002/hbm.10077
Smith, S. M., Jenkinson, M., Woolrich, M. W., Beckmann, C. F., Behrens, T. E. J.,
Johansen-Berg, H., et al. (2004). Advances in functional and structural MR
image analysis and implementation as FSL. Neuroimage 23, S208–S219. doi: 10.
1016/j.neuroimage.2004.07.051
Subramanian, J., and Colby, C. L. (2014). Shape selectivity and remapping in dorsal
stream visual area LIP. J. Neurophysiol. 111, 613–627. doi: 10.1152/jn.00841.
2011
Umeno, M. M., and Goldberg, M. E. (1997). Spatial processing in the monkey
frontal eye field. I. Predictive visual responses. J. Neurophysiol. 78, 1373–1383.

Frontiers in Systems Neuroscience | www.frontiersin.org

Umeno, M. M., and Goldberg, M. E. (2001). Spatial processing in the
monkey frontal eye field. II. Memory responses. J. Neurophysiol. 86,
2344–2352.
Walker, M. F., Fitzgibbon, E. J., and Goldberg, M. E. (1995). Neurons in the
monkey superior colliculus predict the visual result of impending saccadic eye
movements. J. Neurophysiol. 73, 1988–2003.
Weiner, K. S., Golarai, G., Caspers, J., Chuapoco, M. R., Mohlberg, H.,
Zilles, K., et al. (2014). The mid-fusiform sulcus: a landmark identifying both
cytoarchitectonic and functional divisions of human ventral temporal cortex.
Neuroimage 84, 453–465. doi: 10.1016/j.neuroimage.2013.08.068
Weiner, K. S., and Grill-Spector, K. (2011). Not one extrastriate body area:
using anatomical landmarks, hMT+ and visual field maps to parcellate limbselective activations in human lateral occipitotemporal cortex. Neuroimage 56,
2183–2199. doi: 10.1016/j.neuroimage.2011.03.041
Yao, T., Treue, S., and Krishna, B. S. (2016). An attention-sensitive memory trace
in macaque MT following saccadic eye movements. PLoS Biol. 14:e1002390.
doi: 10.1371/journal.pbio.1002390
Zhou, H., Friedman, H. S., and von der Heydt, R. (2000). Coding of border
ownership in monkey visual cortex. J. Neurosci. 20, 6594–6611.
Zirnsak, M., Gerhards, R. G. K., Kiani, R., Lappe, M., and Hamker, F. H. (2011).
Anticipatory saccade target processing and the presaccadic transfer of visual
features. J. Neurosci. 31, 17887–17891. doi: 10.1523/JNEUROSCI.2465-11.
2011
Zirnsak, M., and Moore, T. (2014). Saccades and shifting receptive fields:
anticipating consequences or selecting targets? Trends Cogn. Sci. 18, 621–628.
doi: 10.1016/j.tics.2014.10.002
Zirnsak, M., Steinmetz, N. A., Noudoost, B., Xu, K. Z., and Moore, T. (2014).
Visual space is compressed in prefrontal cortex before eye movements. Nature
507, 504–507. doi: 10.1038/nature13149
Conflict of Interest Statement: The authors declare that the research was
conducted in the absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.
Copyright © 2016 Lescroart, Kanwisher and Golomb. This is an open-access article
distributed under the terms of the Creative Commons Attribution License (CC BY).
The use, distribution and reproduction in other forums is permitted, provided the
original author(s) or licensor are credited and that the original publication in this
journal is cited, in accordance with accepted academic practice. No use, distribution
or reproduction is permitted which does not comply with these terms.

19

June 2016 | Volume 10 | Article 53

