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Purpose: One of the diagnostic features of visual crowding, radial–tangential
anisotropy, has been observed both in behavioral experiments as well as in responses
of the blood-oxygenation-level-dependent (BOLD) functional magnetic resonance
imaging (fMRI) signal. As has been shown previously, crowding is stronger for radially
arranged flankers, and this tendency is reflected in BOLD signal suppression. In the
current study, we examined the effect of practice on the neural correlates of crowding.
We expected that training on a crowding task would cause shrinkage of the crowding
zone that would be mirrored in corresponding BOLD signal responses.

Methods: Pre- and post-training fMRI images were acquired in 17 healthy volunteers
using a 3-tesla MRI scanner. Participants were trained over 4 consecutive days on a
crowding task.

Results: Comparison of the pre- and post-training behavioral data indicates a signifi-
cant shrinkage of the crowding zone as a result of training. Moreover, we observed a
pronounced radial–tangential anisotropy in the BOLD signal prior to training; that is,
radial flankers induceda larger reduction in theBOLDsignal compared toequally spaced
tangential flankers. After training, this radial–tangential anisotropy in the BOLD signal
was significantly reduced. Specifically, we found significant changes in BOLD responses
for the radial flanker configuration.

Conclusions:Our results demonstrate that training-induced changes in the anisotropic
shape of the crowding zone are reflected in the BOLD signal in the early visual cortex.

Translational Relevance: Perceptual learning tasks may have the potential to improve
visual performance by promoting neural plasticity. Our results couldmotivate the devel-
opment of suitable rehabilitation protocols for patients with central vision loss.

Introduction

The visual environment we live in has an exces-
sive complexity and contains multitudes of elements;
therefore, our visual system often faces the challenge
of identifying an object within clutter. The inabil-
ity to recognize an object when it is surrounded by
flanking objects is referred to as visual crowding.1–3
Crowding is considered to be the main bottleneck of
object recognition in the periphery and it sets limits
to visually guided actions, reading, and other tasks
of everyday life. Although the neural mechanisms of

crowding have been extensively discussed,many aspects
of crowding remain largely unresolved.

There are several theories of crowding. One of
these is masking theory. Although crowding shares
some similarities with masking phenomena, it also
differs in several important ways; for example, the
extent of crowding depends on eccentricity whereas
masking does not.4,5 The current belief is that crowd-
ing results from some sort of spatial pooling that occurs
in peripheral vision.2,5 The nature of this pooling is
not precisely known, and several different mechanisms
have been proposed, such as averaging,6 population
processing,7 or summary statistics.8,9 Another popular
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explanation for crowding is the substitution model,
which implies that crowding occurs through the
replacement of target features by features of the
flankers.10,11 There is also evidence that attention
can modulate the critical spacing.12–16 None of these
models, however, can fully explain all of the character-
istics of crowding.

Crowding has multiple characteristics. One of these
is related to the concept of critical spacing: the minimal
distance between the target and flanker that is required
for accurate target recognition. Bouma17 proposed
a linear proportionality relationship between critical
target–flanker spacing and eccentricity corresponding
to about half of the eccentricity of the target (Bouma’s
law). Another hallmark of crowding is inner/outer
asymmetry, where outwardly located flankers have a
stronger crowding effect than flankers located closer to
the fovea.17–21 In addition to inner/outer asymmetry,
another prominent feature of crowding is its radial–
tangential anisotropy. Crowding is stronger for flankers
arranged along a radial axis than along a tangential
axis with respect to the fovea. The spatial extent of
the crowding zone is thus elongated along the radial
axis relative to the fovea.21,22 This anisotropy has been
observed both in behavioral experiments as well as in
blood-oxygenation-level-dependent (BOLD) responses
measured with functional magnetic resonance imaging
(fMRI).21–26 There is evidence that the strength and
extent of crowding can be reduced by training,27–30 but
it is still unclear how this improvement in performance
is reflected in neural responses.

In the current study, we used fMRI to examine
the effects of training on the neural correlates of
crowding. As has been shown earlier, crowding is
more pronounced for radially arranged flankers, which
is reflected in the BOLD (neurophysiological) signal
suppression.31–34 In the light of previous findings, we
would expect to find changes in the BOLD signal due
to practice on the gap-detection task with a Landolt
C target flanked by equally sized rings. Specifically,
training should reduce the crowding effect in percep-
tion and, as a consequence, should diminish crowding-
induced suppression in the BOLD response.

Materials and Methods

Participants

Seventeen healthy volunteers (13 females, 4 males)
between the ages of 20 and 27 years (mean age,
23.4 years) were recruited from the University
of Regensburg student body. All subjects had normal
or corrected-to-normal visual acuity and no history

of psychiatric or neurological disorders. All partic-
ipants provided written informed consent. They
received course credits for participation but no finan-
cial compensation. Data from all 17 subjects were
included in the final statistical analysis. The study was
approved by the ethics committee of the University
of Regensburg, and it was conducted according to the
tenets of the Declaration of Helsinki.

Behavioral Experiment

Stimuli and Apparatus
A high-contrast Landolt C optotype was used

as a target stimulus that was flanked by same-sized
rings with no gap (Fig. 1A). Stimuli were presented at
6.5° eccentricity in the upper-right visual field, at an
angle of 25° clockwise from the vertical meridian. The
stimulus size was 0.75°. Flankers were placed either
radially or tangentially with respect to the fovea. The
stimuli were generated and controlled by Presentation
17.0 software (Neurobehavioral Systems, Berkeley,
CA). They were presented on a liquid-crystal display
monitor (resolution, 1024 × 768 pixels; 75 Hz; screen
size, 37.5 × 30 cm; viewing distance, 54 cm) while the
participant’s head rested on a chin rest. Stimuli were
presented for 67 ms interleaved with a gray screen
(200 ms). The luminance (gamma) function of
the monitor was calibrated with a Chroma Meter
CS-100 color and luminance meter (Konica Minolta,
Tokyo, Japan). The background and stimulus
luminance values were 151.6 cd/m2 and 0.2 cd/m2,
respectively. The luminance contrast of the stimuli was
defined by Weber contrast and corresponded to an
absolute value of 0.998.

Experimental Procedure
The spatial extent of crowding was measured in

psychophysical experiments with target-to-flanker
distance varying randomly (ranging from 0.75° to
3° with step size of 0.5°) using the method of constant
stimuli. In each trial, subjects were presented a Landolt
C surrounded by two same-sized rings either radially or
tangentially arranged with respect to central fixation.
Subjects were required to maintain central fixation and
to identify the gap direction of the Landolt C. Partic-
ipants’ eye movements were monitored by a video
eye tracker (Cambridge Research Systems, Rochester,
UK). In a four-alternative, forced-choice task, subjects
indicated their responses by pressing the left, right,
up, or down arrow keys on the computer keyboard
according to the Landolt C gap orientation.
Psychophysical thresholds were defined for each
flanker condition separately as 68% identification
accuracy by fitting a psychometric function to data
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Figure 1. Experimental design and procedure for fMRI measurements. (A) Examples of target–flanker stimulus configurations. Four stimu-
lus conditions are depicted: radial flankers with target present, radial flankers with target absent, tangential flankers with target present, and
tangential flankers with target absent. (B) Time course of a typical fMRI run with a central fixation task. We used a block design paradigm in
which each fixation block (16 seconds) was followed by a stimulation block (16 seconds). In each stimulation block, only one stimulus type
was presented. The stimulus displays are not drawn to scale.

using a cumulative normal function (Palamedes
toolbox35). Subjects were trained on the crowding
task over 4 consecutive days (1348 trials for each
flanker condition). The experiment consisted of two
training blocks (about 20 to 25 minutes for each block)
per day, with either radially or tangentially arranged
flankers presented within a given block. The exper-
iment was conducted in a dimly illuminated room.
Subjects were given a short practice session to become
familiar with the task.

fMRI Measurements

Two MRI measurement sessions were conducted.
One measurement was performed before the above-
described behavioral training and the other one after
training within 1 week.

Stimuli
As in the psychophysical experiment, we used

Landolt C target stimuli and same-sized rings as
flankers. Stimuli were presented at 6.5° eccentricity in
the upper right visual field. Stimulus size was 0.75°.
Differing from psychophysical experiments, in this
fMRI experiment we used a fixed target-to-flanker
distance of 0.95°. This flanker distance was selected
to ensure a prominent crowding effect in all partici-
pants based on preliminary observations. Participants
viewed the stimuli through a mirror fixed on the head
coil. Stimuli were back projected onto a translucent
screen with a calibrated PROPixx projector (VPixx
Technologies, Saint-Bruno-de-Montarville, Canada).
The projector was located outside of the MR scanner
room, and the image was projected with a customized

lens through a waveguide. Screen parameters were
as follows: 1024 × 768 pixels, 60 Hz, 40 × 30 cm
(24° × 18°), 95-cm viewing distance. The background
and stimulus luminance values were calibrated with
the same Minolta colorimeter used for the behavioral
experiments and were 171.5 cd/m2 and 0.19 cd/m2,
respectively. The luminance contrast of the stimuli
was defined by Weber contrast corresponding to the
absolute value of 0.999.

Experimental Procedure
During each fMRI scan, subjects maintained

fixation and performed a central fixation task while
the crowding stimuli were presented in the periphery.
The color of the fixation cross altered from red to
either green or blue on average every 2 seconds in a
random manner. The subjects’ task was to indicate
the color change of the fixation cross by pressing one
of two buttons. Our choice of a central fixation task
paradigm in the fMRI experiments was determined by
the importance of maintaining stable fixation, as we
measured BOLD signal changes within a small eccen-
tric region of interest (ROI). There is evidence that
the BOLD signal is reduced with increasing crowd-
ing regardless of whether attention is directed toward
or away from the stimuli.34 There were four stimulus
conditions: radially or tangentially arranged flankers
with the target either present or absent (target-present
and target-absent conditions). These conditions were
used to tease apart the modulation in brain activity
in response to the stimuli and crowding. The stimula-
tion paradigm was adopted from an earlier study by
Kwon et al.25 The stimuli and experimental procedure
are shown in Figure 1.
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We used a block design with alternating stimulation
and fixation blocks of 16-second duration. Altogether,
there were eight stimulation and nine fixation blocks
during one run. Each block consisted of eight trials
lasting 2 seconds each. In each stimulation block,
only one flanker–target condition was presented. Eight
fMRI runs were acquired from each subject.

Additionally, we conducted on the same day a
separate scan session to define the ROIs in early visual
cortex. In this scanning session, the target stimu-
lus was presented together with radial and tangential
flankers. The positions of the target and fixation point
were identical to those used in the main experiment.
We defined ROIs based on this independent localizer
session as clusters of active voxels within the corre-
sponding retinotopic region.

MRI Data Acquisition
Data were collected with a Prisma 3T scanner

(Siemens, Erlangen, Germany), using a 20-channel
head coil. For functional scans, an echo planar imaging
sequence was used (repetition time [TR] = 2000
ms, echo time [TE] = 30 ms, flip angle = 90°,
37 slices, voxel size = 3 × 3 × 3.3 mm). For anatom-
ical images, a high-resolution, T1-weighted anatomi-
cal image was acquired in the same session using a
magnetization-prepared rapid acquisition with gradi-
ent echo sequence. Flip angle was 9°, TR was 2300 ms,
and TE was 2.98 ms. We acquired 176 slices with 1 × 1
× 1-mm isotropic voxels.

Data Analyses
The T1-weighted structural images were processed

for cortical reconstruction and segmentation using
FreeSurfer version 5.3 (Martinos Center for Biomed-
ical Imaging, Charlestown, MA) as described
elsewhere.36 Several steps were executed. First we
performed motion correction and non-brain-tissue
removal.37 The images were then corrected for inten-
sity nonuniformities and transformed into Talairach
space.38,39 After segmentation of the subcortical white
matter and deep gray matter, volumetric structures of
the cortical surface were reconstructed based on gyral
and sulcal structure.40,41 The reconstructed datasets
were visually inspected for accuracy at several points
along the processing pipeline, and segmentation errors
were manually corrected, reprocessed, and reinspected.

The functional data were preprocessed using the
FsFast (FreeSurfer Functional Analysis Stream) tool,
which is part of the FreeSurfer software package.
Briefly, processing steps included head motion correc-
tion by registering all volumes on a reference volume
via rigid-body transformation, intensity normaliza-
tion, spatial smoothing (kernel size of 5 mm), and

Figure 2. ROI definition. The ROIs of all 17 subjects (each subject’s
ROI is indicatedby adifferent color) aremappedon the surfaceof the
left hemisphere of fsAverage (MNI305) brain and retinotopic maps
(V1, V2v, V2d, V3v, V3d) defined by Glasser’s atlas.42

co-registration of functional on structural space.
Functional images were analyzed using a general
linear model with an assumed hemodynamic response
function.

Labeling ROIs
An ROI was defined as an area of the cortex that

contained voxel clusters that responded to our stimu-
lus during ROI localizer scan sessions. Figure 2 illus-
trates the retinotopic maps (V1, V2v, V2d, V3v, and
V3d, denoted by different surface colors in the figure)
defined by Glasser’s atlas42 and the ROIs of all 17
subjects overlaid on the left hemisphere of the fsAver-
age brain surface. Statistical parametric maps were
calculated based on the general linear model. The
stimulation blocks were convolved using a cumula-
tive gamma function with δ = 2.25, τ = 1.25, and
α = 2 as predictors. We contrasted the stimulation
(target plus four flankers, both radial and tangen-
tial) with the fixation condition. In both conditions,
subjects performed the same color-change detection
task. Statistical significance maps for each condition
were overlaid on the inflated cortical surface of each
hemisphere to visualize the BOLD activity, and ROIs
were definedmanually. Significancemapswere adjusted
to P ≤ 0.001. We examined the BOLD signal changes
within ROIs only in the left hemisphere, as stimuli were
presented in the upper right visual field.

All statistical analyses were performed using SPSS
Statistics 25 (IBM Corp., Armonk, NY). Significant
differences were accepted at P < 0.05. All error
values in the figures refer to the standard error of
the mean (SEM). Pre- and post-training measure-
ments were compared using the paired-sample, t-test
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and one-way, repeated-measures analysis of variance
(ANOVA).We performed a two (flanker configuration,
radial or tangential) × two (target present or target
absent) × two (pre-training or post-training) repeated-
measures ANOVA on mean BOLD data. The criti-
cal spacing was calculated for each participant and
condition separately, and the results were subjected to
a two (flanker configuration, radial or tangential) ×
four (training day 1, day 2, day 3, or day 4) repeated-
measures ANOVA.

The pre- and post-training behavioral crowding
index (Cpsy) corresponds to the critical space, also
known as the crowding zone (in degrees of arc), deter-
mined on the first and the last days of training.

The BOLD crowding index (CBOLD) is defined as
the BOLD response R (percent signal change) differ-
ence between target-present (Tp) and target-absent (Ta)
conditions, calculated for radial and tangential flankers
separately.

CBOLD = (
RTp − RTa

)
(1)

Additionally, the anisotropy index was calculated
for behavioral (Apsy) and for fMRI data (ABOLD).
The anisotropy index for behavioral data is defined as
the difference between radial (Cr) and tangential (Ct)
crowding zones divided by their sum.

Apsy = (Cr − Ct) / (Cr + Ct) (2)

The BOLD anisotropy index is calculated as the
difference between the radial and tangential BOLD
crowding indices (CBOLD-rad and CBOLD-tang, respec-
tively) divided by the sum of BOLD responses on the
radial and tangential absent conditions.

ABOLD = [(
RTp−rad − RTa−rad

) − (
RTp−tang − RTa−tang

)]
/
(
RTa−rad + RTa−tang

)

(3)

whereRTp-rad is the BOLD response in the radial target-
present condition; RTa-rad is the BOLD response in the
radial target-absent condition; RTp-tang is the BOLD
response in the tangential target-present condition; and
RTa-tang is the BOLD response in the tangential target-
absent condition. Spearman’s rank correlation coeffi-
cient was calculated to evaluate possible correlations
between the changes in Apsy and ABOLD. In addition,
a post hoc power analysis was performed to define the
appropriate sample size.

Results

The results of the psychophysical measurements
are presented in Figure 3. A 2 × 4 factorial design
ANOVA (flanker configuration and training sessions as

Figure 3. Results of behavioral training. (A) Day-by-daymean criti-
cal spacing thresholds are averaged across all 17 subjects. Themean
pre-training critical target–flanker spacing was 2.16 ± 0.2° radially
and 1.61 ± 0.15° tangentially. The post-training critical target–
flanker spacing changed to 1.46 ± 0.13° radially and 1.05 ± 0.11°
tangentially. Error bars denote± 1 SEM. (B) Themean pre- and post-
training changes of crowding zones are drawn as green and red ellip-
soids. After training, the crowding zone shrank significantly in the
radial axis direction.

within-subject factors) was used to assess the statistical
significance of critical-space changes before and after
training for two different flanker types. We observed a
significant main effect of training, F(3, 48) = 13.2 and
P = 0.0001, and flanker configuration, F(1, 16) = 12.5
and P = 0.003, as well as a significant interaction
effect, F(3, 48) = 2.94 and P = 0.042. In addition,
paired t-tests revealed a significant improvement in
performance after training in both radial and tangen-
tial flanker conditions (P = 0.0001 for radial and
P = 0.008 for tangential). The scaled pre- and post-
training crowding zones are shown in Figure 3B as
green and red outlined ellipsoids, respectively. There
was a statistically significant (P = 0.03) reduction of
the radial–tangential ratio from 1.42 to 1.18 as a conse-
quence of training (i.e., after training the crowding
zone became less anisotropic).

The results of the fMRI measurements are
presented in Figure 4 for one representative partic-
ipant. The percent signal change was extracted from
voxels that belong to the ROI for each stimulus condi-
tion separately. Figure 4A presents a flattened left
occipital lobe of this participant. We observed a strong
radial–tangential anisotropy in the BOLD signal prior
to training; that is, there was a strong reduction in
BOLD signal in the radial target-present condition
compared to the target-absent condition, thereby
replicating the results of Kwon et al.25 Adding a target
to tangentially arranged flankers produced a stronger
BOLD signal compared to the target-absent condition.
This distinction in neuronal activation can also be
visualized with activation maps such as those shown
in Figures 4B and 4C based on the same participant.
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Figure 4. BOLD activationmaps displayed on the flat occipital patch of one representative participant. Significant activations are depicted
in warm colors (red, orange, and yellow) and deactivations in blue. The ROI borders are indicated by yellow lines. (A) Statistical parametric
maps for the ROI localizer runs are shown for one representative subject. Activity maps were overlaid on the flat occipital patch that was
cut along the calcarine sulcus. False positives were reduced by adjusting the significance maps by a false-discovery rate of 0.001. ROIs were
defined as areas of the cortex that contained voxel clusters that responded to our stimulus during ROI localizer scan sessions. An example of
the stimulus presented during a ROI localizer run is shown in the upper right corner. (B,C) Activationmaps overlaid on the occipital patch for
four different stimulus conditions in pre- and post-training sessions, respectively: radial flankers with target absent and radial flankers with
target present (upper row) and tangential flankers with target absent and tangential flankers with target present (lower row). The left panel,
B, corresponds to pre-training and the right panel, C, to post-training MRI measurements in one representative subject. The corresponding
stimuli for each condition are presented on the upper right corners. The percent signal change of the BOLD signal was calculated for the
voxels located within the ROIs.

After training, the BOLD signal increased in the
target-present radial flanker condition compared to the
target-absent condition; that is, we observed a pattern
of BOLD activity that was reversed compared to that
found in the pretraining session. Figures 5A and 5B
illustrates the mean percent signal changes of BOLD
responses averaged across the 17 subjects in pre- and
post-training measurements for tangential and radial
flanker configurations separately. A repeated-measures
ANOVA of the BOLD signal for all four conditions in
pre- and post-training sessions indicated a significant
main effect on flanker configuration, radial versus
tangential F(1, 16) = 6.4 and P = 0.023, as well
as a significant interaction between flanker config-
uration (radial or tangential) and target present or
target absent conditions, which is an indicator of the
anisotropy effect, F(1, 16) = 6.74 and P = 0.019. Most
importantly, we observed a significant three-
way interaction among flanker configuration
(radial or tangential), target present or target
absent, and pre-training/post-training condi-
tions, F(1, 16) = 7.4 and P = 0.015, which is
an indicator of a learning effect on BOLD signal
anisotropy.

To examine this learning effect on a specific flanker
configuration, we performed a paired-sample t-test
on the pre- and post-training BOLD crowding index
CBOLD (Equation 1). We suggest that comparison
of crowding indices gives more relevant measures of

the BOLD signal changes due to training than the
comparison of absolute BOLD signal values. Values
for the BOLD crowding index (CBOLD) are plotted as
a bar plot (Fig. 5C) The results of statistical analy-
ses showed significant changes of the BOLD crowd-
ing index (CBOLD) for the radial flanker configuration
(P = 0.008) as a result of training, whereas no signif-
icant change for the tangential flanker configuration
(P = 0.45) was evident. The repeated-measures
ANOVA for the BOLD crowding index (CBOLD)
revealed a significant main effect of flanker configu-
ration, F(1, 16) = 6.7 and P = 0.021, and a signif-
icant interaction between flanker configuration and
training, F(1, 16) = 7.42 and P = 0.015, but no signifi-
cant changes were found for the main effect of training
(P = 0.07).

Paired-sample t-tests indicated significant
changes in both behavioral and BOLD anisotropy
indices (P = 0.035 for behavioral crowding
index and P = 0.01 for BOLD signal changes)
between pre- and post-training. A Spearman’s
rank correlation coefficient was computed to
assess the relationship between the training-
induced changes in ABOLD and Apsy. The scatter-
plots between the respective anisotropy indices
are presented in Figure 6. There is a signifi-
cant positive correlation between the behavioral
anisotropy index and BOLD anisotropy index changes
(n = 17, Rs = 0.57, P = 0.016).
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Figure 5. Percentage of BOLD signal change and BOLD crowding index (CBOLD). Shown are the results of pre- and post-training BOLD
signal measurements obtained from the ROI regions for radial flanker conditions (A) and for tangential flanker conditions (B), while adding
or removing central target stimuli to flankers. The figure illustrates the mean percentage of BOLD signal averaged across 17 subjects. Error
bars denote ± 1 SEM. (C) Changes in the BOLD crowding index (CBOLD) in pre- and post-training sessions for tangential and radial flankers.
The plotted error values are standard errors of the means. The positive values indicate a weaker crowding effect; the negative values are
indicators of a stronger crowding effect.

Figure 6. Correlation between the standardized training-induced
changes in ABOLD and Apsy. We found significant positive correla-
tion between behavioral and BOLD anisotropy index changes. The
regression line (dark black line) is fitted to the data of all 17 subjects.
Gray shadings represent 95% confidence intervals.

Discussion

The goal of the present study was to investigate
whether it is possible to reduce the effects of visual
crowding through training and how such a reduc-
tion is mirrored at the level of neural responses,
particularly in the BOLD signal in early visual cortex.
Determining whether or not there is a substantial
reduction in crowding after training has important
implications for clinical practice, as well as for our
understanding of peripheral vision and object recog-
nition. Here we argue that training can modify the
anisotropic feature of crowding manifested not only
in behavioral responses but also at the level of neural
signal changes.

Performance on different tasks is known to improve
via practice (i.e., perceptual learning). This improve-
ment usually occurs fairly quickly and enhances perfor-
mance on that task even for day or several weeks or
months after cessation of training.43,44 It is suggested
that the improvement in visual perceptual functions is
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achieved by promoting neural plasticity as early as in
the striate45–48 and/or in extrastriate49 visual cortex.

Training-induced reductions in the strength and
extent of crowding have been demonstrated previously
in the periphery of normal-sighted subjects,27,29,50,51
as well as in amblyopic individuals.28 Chung24 found
a reduction in the radial–tangential anisotropy in the
zone of the preferred retinal locus (PRL) in patients
with age-related macular degeneration. The change in
the shape of the crowding zone at the PRL was associ-
ated with more intense usage of the PRL. Similarly,
after training, we observed shrinking of the crowd-
ing zone along the radial axis in our behavioral exper-
iments, as the shape of the crowding zone became
less elliptical (Fig. 3B). This indicates that the radial–
tangential anisotropy of the crowding zone can indeed
be altered by training.

Several studies have shown that the anisotropic
feature of visual crowding is replicated in BOLD
responses.25,31 Likewise, in our pre-training study, we
observed anisotropy in BOLD responses, as adding a
target to equally spaced radial flankers induced a larger
reduction in the BOLD signal compared to tangen-
tial flankers. After behavioral training, the BOLD
crowding index (CBOLD) was reduced significantly
for the radial flanker condition but did not change
for the tangential flanker configuration. The results,
presented in Figure 5C, demonstrate that training led
to a radial-specific reduction of the crowding effect
(positive values of CBOLD indicate a weaker crowd-
ing effect, whereas negative values indicate a stronger
crowding effect). The results of ANOVA analysis for
CBOLD based on the fMRI BOLD response point to
a significant interaction between flanker configuration
(radial vs. tangential) and training effect. Also, paired-
sample t-tests revealed significant differences in the pre-
and post-training anisotropy index (ABOLD). Spear-
man’s rank correlation coefficient test revealed a signif-
icant correlation between the standardized training-
induced changes in ABOLD and Apsy, indicating that
the greater the training-induced change in Apsy the
larger the changes in ABOLD across participants. To
the best of our knowledge, our study demonstrates
for the first time that training-induced changes in
the anisotropic shape of the crowding zone are also
reflected at the level of the BOLD signal in early visual
cortex.

An interesting tendency in the BOLD signal changes
that we observed was an increase of BOLD signal
in the post-training radial–target-present condition
compared to pre-training measurements, whereas the
radial–target-absent condition showed the opposite
trend. Three effects could contribute to the results
of Figures 5A and 5B: (1) radial versus tangential bias

in the fMRI signal strength, which was also reported
in previous studies by Sasaki et al.52 and Kwon et al.25;
(2) the repetition suppression phenomena,53,54 where
the neural responses to repeated stimuli are reduced
relative to novel stimuli when stimuli are presented
multiple times; and (3) BOLD response suppression
due to crowding in the pre-training radial–target-
present condition and an increase in BOLD signal
intensity in the post-training radial–target-present
condition. This last effect presumably is induced by
the training effect that leads to weakening crowding-
related BOLD signal suppression. We also noticed an
unexpectedly strong reduction of BOLD signal in the
post-training radial–target-absent condition compared
to the pre-training radial–target-absent condition, for
which we currently do not have an explanation.

Multiple models attempted to explain the asymme-
try of the anisotropy features of crowding. Dayan and
Solomon55 proposed a quantitative model to interpret
several paradoxical properties of crowding. In particu-
lar, their model tries to describe the inward–outward
asymmetry of crowding by optimal (Bayesian) infer-
ence operating over spatially extended receptive fields.
Another approach, developed by van den Berg and
colleagues,26 is based on the principles of population
coding. Those models predict several properties of
crowding but still cannot explain the radial–tangential
anisotropy.

An alternative explanation for the elliptical shape of
the crowding zone was proposed by Nandy and Tjan,56
who implicated physiological and anatomical proper-
ties specific to V1 and saccade-confounded image
statistics. They have suggested that normal saccadic eye
movements that are radial with respect to the fovea will
lead to the acquisition of inaccurate image statistics in
peripheral vision.However, this theory does not predict
whether crowding will lead to a decrease or an increase
in neural activity.

What might be the possible neural mechanisms of
training-induced changes in the anisotropic feature
of crowding that we observed in our experiments?
Allegedly, perceptual learning affects almost every level
of processing in the brain, from synaptic connec-
tions to global patterns of blood flow.43 However,
the neural mechanisms underlying the training effect
remain highly controversial. Based on the suggestion
that there is a link between BOLD signal and synap-
tically generated local field potentials,57–59 one can
hypothesize that an increase of BOLD signal after
training might be induced by an increase in the number
or strength of synaptic connections. A new study by
Contemori et al.60 investigating the effect of transcra-
nial random noise stimulation (tRNS) on percep-
tual learning demonstrated a stronger reduction of
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crowding in the tRNS group compared to the sham
stimulation group. They proposed that the boosting
effect of tRNS could be evoked from a general increase
in cortical excitability, as well as by an improved signal-
to-noise ratio. Earlier studies on monkeys have shown
a so-called push–pull response pattern in V1 neurons
over the course of training on a contour detection task,
such that responses of neurons with receptive fields
lying on the contour are progressively enhanced, and
those on the noisy background are suppressed.61,62

More recently, based on fMRI data, it has been
proposed that visual perceptual learning could be
associated with the two types of plasticity processes,
feature based or task based.63 Feature-based plastic-
ity implies that there are changes in tuning proper-
ties of the neuronal representations of a trained
visual feature.45,64–66 Task-based plasticity refers to
improvement in task-related processing due to train-
ing on a task and is characterized by connectivity
changes between feature representations and decision
units.67,68 Neural correlates of feature-based plastic-
ity can be observed during passive viewing condition,
when subjects are passively exposed to the trained
stimuli. Task-based plasticity, on the other hand, is
assessed during active-task conditions, when subjects
are actively performing the task.

Given all of these considerations, we suggest that
reduced crowding after training can be associated with
an enhanced signal-to-noise ratio of neural responses
to the stimuli by refinement of neural population codes
in early visual cortex that represent the trained stimu-
lus features. The reduction of the anisotropy effect in
the radial direction could be explained by the presence
of different lateral interactions in the periphery that
exhibit training-dependent modulation.69 This sugges-
tion is supported by an earlier fMRI study on orien-
tation discrimination, the results of which indicate
that training enhances the discriminability of individ-
ual neural populations (represented by individual
voxels) without altering the overall activation strength,
indicating that the learning-inducedmodulatory effects
could be facilitatory for some neural populations but
inhibitory for the others in response to the trained
stimulus.70

Another interesting observation we made in our
study is related to the loci of the BOLD activa-
tion during crowding. We found that most ROIs fall
between visual areas V1 and V2 (Fig. 2). There are
debates regarding the loci where crowding first emerges.
Whitney and Levi71 promoted a multiple-level hypoth-
esis of visual processing occurring as early as V1. Kwon
et al.25 showed that anisotropy in BOLD response
occurs as early as V1. On the other hand, there are
studies showing evidence for learning in visual areas

V29 and V4,72 as well as high-level visual areas such
as the lateral occipital cortex,33 and these could be the
candidate loci for visual crowding. In our study, we did
not perform individual retinotopic mapping; therefore,
it is not possible to precisely define the exact borders
between early visual areas involved in crowding.

In summary, the results of our study indicate that
training reduces visual crowding and its anisotropy
feature that is reflected in BOLD responses in early
visual cortex. Our results support the effectiveness of
plasticity-based approaches to improve visual function.
We suggest that further studies, similar to those that
have investigated the size and shape of population
receptive fields, are required to reveal the processes that
underlie training effects on crowding.

Acknowledgments

This work was funded by the Deutsche Forschungs-
gemeinschaft (Research Unit FOR 1075: GR988/18-2
and INST 89/393-1).

Disclosure:M.Malania,None;M. Pawellek,None;
T. Plank, None; M.W. Greenlee, None

References

1. Bouma H. Visual interference in the parafoveal
recognition of initial and final letters of words.
Vision Res. 1973;13:767–782.

2. Flom MC, Weymouth FW, Kahneman D. Visual
resolution and contour interaction. J Opt Soc Am.
1963;53:1026.

3. Townsend JT, Taylor SG, Brown DR. Lateral
masking for letters with unlimited viewing time.
Percept Psychophys. 1971;10:375–378.

4. Levi DM, Hariharan S, Klein SA. Suppressive and
facilitatory spatial interactions in peripheral vision:
peripheral crowding is neither size invariant nor
simple contrast masking. J Vis. 2002;2:167–177.

5. Pelli DG, Palomares M, Majaj NJ. Crowding is
unlike ordinary masking: distinguishing feature
integration from detection. J Vis. 2004;4:1136–
1169.

6. Parkes L, Lund J, Angelucci A, Solomon JA,Mor-
gan M. Compulsory averaging of crowded ori-
entation signals in human vision. Nat Neurosci.
2001;4:739–744.

7. Harrison WJ, Bex PJ. A unifying model of ori-
entation crowding in peripheral vision. Curr Biol.
2015;25:3213–3219.



Effect of Perceptual Learning on Visual Crowding TVST | August 2020 | Vol. 9 | No. 9 | Article 25 | 10

8. Balas B, Nakano L, Rosenholtz R. A summary-
statistic representation in peripheral vision
explains visual crowding. J Vis. 2009;9:1–18.

9. Freeman J, Simoncelli EP.Metamers of the ventral
stream. Nat Neurosci. 2011;14:1195–1201.

10. Ester EF, Zilber E, Serences JT. Substitution and
pooling in visual crowding induced by similar and
dissimilar distractors. J Vis. 2015;15:1–12.

11. Huckauf A, Heller D. Spatial selection in periph-
eral letter recognition: in search of boundary con-
ditions. Acta Psychol. 2002;111:101–123.

12. Chakravarthi R, Cavanagh P. Recovery of a
crowded object by masking the flankers: determin-
ing the locus of feature integration. JVis. 2009;9:1–
9.

13. He S, Cavanagh P, Intriligator J. Attentional res-
olution and the locus of visual awareness. Nature.
1996;383:334–337.

14. StrasburgerH.Unfocussed spatial attention under-
lies the crowding effect in indirect form vision. J
Vis. 2005;5:1024–1037.

15. Strasburger H, Malania M. Source confusion is a
major cause of crowding. J Vis. 2013;13:1–20.

16. Yeshurun Y, Rashal E. Precueing attention to the
target location diminishes crowding and reduces
the critical distance. J Vis. 2010;10:1–12.

17. Bouma H. Interaction effects in parafoveal letter
recognition. Nature. 1970;226:177–178.

18. Bex PJ, Dakin SC, Simmers AJ. The shape and
size of crowding for moving targets. Vision Res.
2003;43:2895–2904.

19. Chastain G. Confusability and interference
between members of parafoveal letter pairs.
Percept Psychophys. 1982;32:576–580.

20. Krumhansl CL. Naming and locating simultane-
ously and sequentially presented letters. Percept
Psychophys. 1977;22:293–302.

21. Petrov Y, Meleshkevich O. Asymmetries and
idiosyncratic hot spots in crowding. Vision Res.
2011;51:1117–1123.

22. Toet A, Levi DM. The two-dimensional shape of
spatial interaction zones in the parafovea. Vision
Res. 1992;32:1349–1357.

23. Chambers L, Wolford G. Lateral masking
vertically and horizontally. Bull Psychon Soc.
1983;21:459–461.

24. Chung STL. Cortical reorganization after long-
term adaptation to retinal lesions in humans. J
Neurosci. 2013;33:18080–18086.

25. Kwon M, Bao P, Millin R, Tjan BS. Radial-
tangential anisotropy of crowding in the early
visual areas. J Neurophysiol. 2014;112:2413–2422.

26. van den Berg R, Roerdink JBTM, Cornelissen
FW. A neurophysiologically plausible population

code model for feature integration explains visual
crowding. PLoS Comput Biol. 2010;6:e1000646.

27. Chung STL. Learning to identify crowded let-
ters: does it improve reading speed? Vision Res.
2007;47:3150–3159.

28. Hussain Z, Webb BS, Astle AT, McGraw PV.
Perceptual learning reduces crowding in ambly-
opia and in the normal periphery. J Neurosci.
2012;32:474–480.

29. Sun GJ, Chung STL, Tjan BS. Ideal observer anal-
ysis of crowding and the reduction of crowding
through learning. J Vis. 2010;10:1–14.

30. Wolford G,Marchak F, Hughes H. Practice effects
in backward masking. J Exp Psychol Hum Percept
Perform. 1988;14:101–112.

31. Anderson EJ, Dakin SC, Schwarzkopf DS, Rees
G, Greenwood JA. The neural correlates of
crowding-induced changes in appearance. Curr
Biol. 2012;22:1199–1206.

32. Chen J, He Y, Zhu Z, et al. Attention-dependent
early cortical suppression contributes to crowding.
J Neurosci. 2014;34:10465–10474.

33. Chicherov V, PlompG,HerzogMH.Neural corre-
lates of visual crowding. NeuroImage. 2014;93:23–
31.

34. Millin R, ArmanAC, Chung STL, Tjan BS. Visual
crowding in V1. Cereb Cortex. 2014;24:3107–3115.

35. Prins N, Kingdom FAA. Applying the model-
comparison approach to test specific research
hypotheses in psychophysical research using the
Palamedes toolbox. Front Psychol. 2018;9:1250.

36. Fischl B. FreeSurfer. NeuroImage. 2012;62:774–
781.

37. Ségonne F, Dale AM, Busa E, et al. A hybrid
approach to the skull stripping problem in MRI.
NeuroImage. 2004;22:1060–1075.

38. Talairach J, Tournoux P. Co-Planar Stereotaxic
Atlas of the Human Brain: 3-Dimensional Propor-
tional System : An Approach to Cerebral Imaging.
New York: Thieme Medical Publishers; 1988.

39. CollinsDL,Neelin P, Peters TM, EvansAC.Auto-
matic 3D intersubject registration of MR volumet-
ric data in standardized Talairach space. J Comput
Assist Tomogr. 18:192–205.

40. Desikan RS, Ségonne F, Fischl B, et al. An auto-
mated labeling system for subdividing the human
cerebral cortex on MRI scans into gyral based
regions of interest. NeuroImage. 2006;31:968–980.

41. Fischl B, van der Kouwe A, Destrieux C, et al.
Automatically parcellating the human cerebral cor-
tex. Cereb Cortex. 2004;14:11–22.

42. Glasser MF, Coalson TS, Robinson EC, et al. A
multi-modal parcellation of human cerebral cor-
tex. Nature. 2016;536:171–178.



Effect of Perceptual Learning on Visual Crowding TVST | August 2020 | Vol. 9 | No. 9 | Article 25 | 11

43. Fahle M, Poggio T. Perceptual Learning. Cam-
bridge, MA: MIT Press; 2002.

44. Frank SM, Greenlee MW, Tse PU. Long time no
see: enduring behavioral and neuronal changes in
perceptual learning of motion trajectories 3 years
after training. Cereb Cortex. 2018;28:1260–1271.

45. Karni A, Sagi D. Where practice makes perfect
in texture discrimination: evidence for primary
visual cortex plasticity. Proc Natl Acad Sci USA.
1991;88:4966–4970.

46. Karni A, Sagi D. The time course of learning a
visual skill. Nature. 1993;365:250–252.

47. Pourtois G, Rauss KS, Vuilleumier P, Schwartz S.
Effects of perceptual learning on primary visual
cortex activity in humans. Vision Res. 2008;48:55–
62.

48. Saarinen J, Levi DM. Perceptual learning in
vernier acuity: what is learned? Vision Res.
1995;35:519–527.

49. Ahissar M, Hochstein S. Learning pop-out detec-
tion: specificities to stimulus characteristics. Vision
Res. 1996;36:3487–3500.

50. Huckauf A, Nazir TA. How odgcrnwi becomes
crowding: stimulus-specific learning reduces
crowding. J Vis. 2007;7:1–12.

51. Xiong Y-Z, Yu C, Zhang J-Y. Perceptual learning
eases crowding by reducing recognition errors but
not position errors. J Vis. 2015;15:1–13.

52. Sasaki Y, Rajimehr R, Kim BW, Ekstrom LB,
Vanduffel W, Tootell RBH. The radial bias:
a different slant on visual orientation sensitiv-
ity in human and nonhuman primates. Neuron.
2006;51:661–670.

53. Hawco C, LepageM. Overlapping patterns of neu-
ral activity for different forms of novelty in fMRI.
Front Hum Neurosci. 2014;8:699.

54. Grill-Spector K, Henson R, Martin A. Repetition
and the brain: neural models of stimulus-specific
effects. Trends Cogn Sci. 2006;10:14–23.

55. Dayan P, Solomon JA. Selective Bayes: attentional
load and crowding. Vision Res. 2010;50:2248–
2260.

56. Nandy AS, Tjan BS. Saccade-confounded image
statistics explain visual crowding. Nat Neurosci.
2012;15:463–469.

57. Logothetis NK, Pauls J, Augath M, Trinath T,
Oeltermann A. Neurophysiological investigation
of the basis of the fMRI signal. Nature. 2001;
412:150–157.

58. Viswanathan A, Freeman RD. Neurometabolic
coupling in cerebral cortex reflects synaptic more
than spiking activity. Nat Neurosci. 2007;10:1308–
1312.

59. Yotsumoto Y, Watanabe T, Sasaki Y. Different
dynamics of performance and brain activation in
the time course of perceptual learning. Neuron.
2008;57:827–833.

60. Contemori G, Trotter Y, Cottereau BR, Maniglia
M. tRNS boosts perceptual learning in periph-
eral vision. Neuropsychologia. 2019;125:129–
136.

61. Chen M, Yan Y, Gong X, Gilbert CD, Liang H,
Li W. Incremental integration of global contours
through interplay between visual cortical areas.
Neuron. 2014;82:682–694.

62. Yan Y, Rasch MJ, Chen M, et al. Perceptual
training continuously refines neuronal population
codes in primary visual cortex. Nat Neurosci.
2014;17:1380–1387.

63. Shibata K, Sasaki Y, Kawato M, Watanabe T.
Neuroimaging evidence for 2 types of plasticity in
association with visual perceptual learning. Cereb
Cortex. 2016;26:3681–3689.

64. Poggio T, Fahle M, Edelman S. Fast percep-
tual learning in visual hyperacuity. Science.
1992;256:1018–1021.

65. Xu S, Jiang W, Poo MM, Dan Y. Activity
recall in a visual cortical ensemble. Nat Neurosci.
2012;15:449–455.

66. Bejjanki VR, Beck JM, Lu ZL, Pouget A. Percep-
tual learning as improved probabilistic inference
in early sensory areas. Nat Neurosci. 2011;14:642–
650.

67. Dosher BA, Lu ZL. Perceptual learning reflects
external noise filtering and internal noise reduction
through channel reweighting. Proc Natl Acad Sci
USA. 1998;95:13988–13993.

68. Petrov AA, Dosher BA, Lu ZL. The dynam-
ics of perceptual learning: an incremental
reweighting model. Psychol Rev. 2005;112:715–
743.

69. Maniglia M, Pavan A, Cuturi LF, Campana G,
SatoG,CascoC.Reducing crowding byweakening
inhibitory lateral interactions in the periphery with
perceptual learning. PLoS One. 2011;6:e25568.

70. Jehee JFM, Ling S, Swisher JD, van Bergen RS,
Tong F. Perceptual learning selectively Refines ori-
entation representations in early visual cortex. J
Neurosci. 2012;32:16747–16753.

71. Whitney D, Levi DM. Visual crowding: a fun-
damental limit on conscious perception and
object recognition. Trends Cogn Sci. 2011;15:160–
168.

72. Liu T, Jiang Y, Sun X, He S. Reduction of the
crowding effect in spatially adjacent but cortically
remote visual stimuli. Curr Biol. 2009;19:127–132.


