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Visual discomfort is related to the statistical regularity of visual images. The contribution
of luminance contrast to visual discomfort is well understood and can be framed in terms
of a theory of efficient coding of natural stimuli, and linked to metabolic demand. While
color is important in our interaction with nature, the effect of color on visual discomfort
has received less attention. In this study, we build on the established association
between visual discomfort and differences in chromaticity across space. We average
the local differences in chromaticity in an image and show that this average is a good
predictor of visual discomfort from the image. It accounts for part of the variance left
unexplained by variations in luminance. We show that the local chromaticity difference
in uncomfortable stimuli is high compared to that typical in natural scenes, except in
particular infrequent conditions such as the arrangement of colorful fruits against foliage.
Overall, our study discloses a new link between visual ecology and discomfort whereby
discomfort arises when adaptive perceptual mechanisms are overstimulated by specific
classes of stimuli rarely found in nature.

Keywords: visual discomfort, efficient coding, natural scenes, image statistics, color, chromaticity difference,
hypermetabolism

INTRODUCTION

Viewing certain static patterns can result in visual stress, the collective term for a variety of bodily
symptoms and perceptual distortions that include discomfort, malaise and nausea, and perceptual
instability, hallucinatory colors and shapes (Wilkins, 1995). The patterns responsible are usually
those that in patients with photosensitive epilepsy are capable of inducing seizures (Wilkins et al.,
1984; Hermes et al., 2017).

As yet, no general principle explains why some stimuli cause visual stress. However, a strong
candidate for such a principle is the theory of efficient coding (Barlow, 1961; Simoncelli, 2003).
This theory predicts that sensory systems, and the human visual system in particular, have evolved
to provide an efficient representation of the stimuli that most commonly appear in natural
environments by exploiting their statistical regularities. An efficient representation maximizes
information while limiting metabolism (Olshausen and Field, 2004). The theory of efficient coding
has received strong empirical support [e.g., see Machens et al. (2005)]. The association between
this theory and visual stress rests on the observation that the patterns that cause visual stress are
quite unlike the images that generally occur in nature. Natural scenes, despite their diversity, have
particular statistical regularities. For example, the luminance values of nearby locations are highly
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correlated, and spatial correlation decreases with distance
remarkably consistently across different scenes. As a
consequence, the luminance of natural scenes has a Fourier
amplitude spectrum that decreases with increasing spatial
frequency according to the reciprocal of frequency, f, as 1/f*
with o between 0.5 and 1.5 (Field, 1987; Tolhurst et al., 1992;
Geisler, 2008). A range of theoretical works have suggested that
within the early visual system there exists a tight adaptation of
the coding mechanisms to the structure of natural scenes (Atick
and Redlich, 1992; Field, 1994; Olshausen and Field, 1996a;
Simoncelli and Olshausen, 2001). Empirical studies have shown
that discrimination performance is optimal when stimuli have
a 1/f* spectrum (Knill et al., 1990; Parraga et al., 2000; Geisler
etal., 2001). Similarly, images with amplitude spectra that depart
from 1/f* are usually uncomfortable to look at (Fernandez and
Wilkins, 2008; Juricevic et al., 2010; O’Hare and Hibbard, 2011;
Penacchio and Wilkins, 2015; Ogawa and Motoyoshi, 2020).
Indeed, a simple measure of the departure from 1/f* can predict
more than 25% of the variance in judgments of discomfort
(Penacchio and Wilkins, 2015).

The strength of the brain response to uncomfortable visual
stimuli also suggests a link between the efficient encoding of
natural scenes and visual stress. The receptive fields and lateral
connectivity of neurons in the primary visual cortex are such
that natural scenes produce a sparse cortical response, thereby
minimizing metabolic demand (Olshausen and Field, 1996b,
2004; Vinje and Gallant, 2000). In computational models of the
cortex, uncomfortable images have been shown to give rise to
a response that is less sparse than for other images (Hibbard
and O’Hare, 2015). Images that are uncomfortable usually evoke
a large cortical hemodynamic response, measured using fMRI
(Huang et al., 2003, 2011) or near infrared spectroscopy (Haigh
et al, 2013a, 2015; Le et al, 2017), and a large electrical
response measured in terms of steady state visual evoked
potential (O’Hare, 2016; Haigh et al., 2019; Gentile and Aguirre,
2020; Lindquist et al., 2021) or alpha suppression (Haigh et al.,
2018). Taken together, converging evidence suggests that specific
deviations from the luminance profile typically found in natural
scenes causes visual stress and can be associated with increased
cortical activity.

Although color underpins an important part of human visual
experience, there have been no studies of the way in which
the color in natural scenes is related to discomfort. Yet we
know that some combinations of colors cause visual stress
while other do not: the discomfort from colored gratings, for
example, depends on the difference in chromaticity between the
component stripes (Haigh et al.,, 2013a, 2019; Lindquist et al,,
2021). This is the case only when the difference in color is
measured in a perceptual color space and not when measured in
terms of cone activation (Haigh et al., 2018). Over a large gamut
of chromaticity, increasing chromaticity difference consistently
increases discomfort (Haigh et al., 2012, 2013a; Lindquist et al.,
2021), and evokes a large hemodynamic (Haigh et al., 2013a,
2015) and electrophysiological response (Haigh et al, 2015,
2019; Lindquist et al., 2021). The effect is not attributable
to any influence of chromatic aberration on accommodation
(Haigh et al., 2013b).

Here, we explored whether a measure of chromaticity
difference within complex images, as opposed to simple patterns,
can explain variance in discomfort over and above that already
explained in terms of luminance. Moreover, we asked whether
the visual stress caused by color arrangements can be understood
from the perspective of the theory of efficient coding of natural
stimuli, with uncomfortable stimuli being those that deviate from
nature, as is the case in respect of luminance. By comparing
chromaticity differences found in uncomfortable stimuli to
chromaticity differences in natural scenes, we show that large
differences in chromaticity are not typically found in nature, and
that deviation from natural limits is associated with discomfort.

MATERIALS AND METHODS

Participants

For Experiment 1, 61 participants with self-reported normal color
vision and normal visual acuity (53 female, 8 male; mean age
20.10 years, SD age 2.57) took part and rated for discomfort
50 stimuli (see sections “Procedure” and “Stimuli” below). Two
participants showed no variability in their responses, which
suggests that they did not appropriately engage with the task.
They were therefore removed from the analysis (total N = 59, 51
female, 8 male; mean age 20.25 years, SD age 2.69).

For Experiment 2, a replication, 62 participants with self-
reported normal color vision and normal visual acuity (49 female,
13 male; mean age 19.29 years, SD age 1.78) took part and
rated for discomfort 50 new stimuli (see sections “Procedure”
and “Stimuli” below). Four participants showed no variability
in their responses and were removed from the analysis (total
N = 58, 46 female, 12 male; mean age 19.15 years, SD age
1.80). Supplementary Figures 1, 2 shows all the raw data for the
observers included in the statistical analysis.

For Experiment 3, 61 participants with self-reported normal
color vision and normal visual acuity (44 female, 15 male; mean
age 20.6 years, SD age 4.3) took part, one of which showed no
variability in the responses and was discarded from the analysis
(total N = 60, 44 female, 14 male; mean age 20.4 years, SD age 4.1).

None of the participants reported a diagnosed psychiatric or
neurological condition, and all verified that they had normal or
corrected to normal vision. All participants were recruited from
the University of Nevada, Reno, and electronically self-consented
into the study. Participants were given course credit for their time
and were entered into a raffle to win a $10 Amazon gift card.
This protocol was approved by the Institutional Review Board at
the University of Nevada, Reno (333057), and was conducted in
accordance with the Declaration of Helsinki.

Procedure

All responses were collected remotely via Qualtrics in accordance
with COVID-19 protocols. For both experiments, participants
viewed each image for an unlimited time and were asked to
report their level of comfort (No Discomfort, Some Discomfort,
Moderate Discomfort, Uncomfortable, and Very Uncomfortable)
for each of the 50 images. Responses were coded 1-5 in
increasing discomfort.
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FIGURE 1 | Computation of chromaticity difference. (A) Computation of the average chromaticity difference of an image. We computed the u’ and v’ coordinates in
the CIELUV chromaticity space for each pixel (px) and its 8-connected neighboring pixels (a to h). We then computed the Euclidian distance between the
chromaticity of the reference pixel and the chromaticity of each of the 8 neighboring pixels in the (U",V') plane (i.e., independently of any difference in luminance).
These distances were then averaged to give the chromaticity difference for each reference pixel, which provided a “heatmap” of local chromatic difference. The color
metric, average chromaticity difference, was computed as the average of the local chromaticity differences over the whole image. (B) Image with the lowest (left) and
highest (right) average chromatic difference in Set 1 (top row) and Set 2 (bottom row), and corresponding heatmap of local chromaticity differences. The plots
inserted in the heatmaps show the histograms of local chromatic differences and average value (count shown on a logarithmic scale). The images were cropped
from the following works of art: Top left: Wassily Kandinsky, “Painting with green center”; Set 1 left: Mark Rothko, “No. 13”; Right: Randy Honerlah, “Letting Go”; Set
2 left: Arshile Gorky, “Soft Night”; right: Shozo Shimamoto, “Explosion 64-1.”
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FIGURE 2 | Average reported discomfort against average chromaticity difference for (A) Experiment 1 (Set 1) and (B) Experiment 2 (Set 2). Each point represents an
image in one of the sets with (x-coordinate) its average chromaticity difference and (y-coordinate) reported visual discomfort averaged over all observers. Plain lines
represent best linear fit, the gray area represents the 95% confidence interval for the regression line and the small lines represent the standard error of the mean (see
Supplementary Material for individual data).
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Color Metric

There is evidence of an association between cortical
hypermetabolism and visual discomfort. We therefore wanted
to define a metric that modeled cortical activation in response
to chromatic stimulation. Given the positive correlation
between chromaticity differences and hemodynamic and
electrophysiological response in the cortex, we use the local
chromaticity differences in an image to construct the metric.
Specifically, to compute the color metric (Figure 1A), the original
512 x 512 pixels images in Set 1 and 2 were first down-sampled to
256 x 256 pixels using The Matlab Inc, 2019 function “imresize”
with nearest-neighbor interpolation. The down-sampled images
were then converted to the CIE XYZ color space and the
resulting images converted to the CIE LUV color space using
the function “applycform” in the Computational Color Science
toolbox (Westland et al, 2012) with respective arguments
“makecform(‘srgb2xyz’)” and “makecform(‘xyz2upvpl’).” The
third channel (“1”) was then discarded, removing luminance
from consideration. Thus, each pixel in the (down-sampled)
image corresponded to two chromaticity coordinates (u, v). We
then defined the chromaticity difference of each pair of adjacent
pixels px; and px, to be the Euclidian distance in the (u’,v’)

plane, i, d(p1, ) =/t~ ) + (1, )’
(see CIELUV diagram in Figure 1A). The chromaticity difference
at a given pixel was then defined as the average chromaticity
difference between the pixel and all its adjacent pixels as
dpx = (1/N) > d(px, px;), where i runs over all the adjacent
pixels (N = 3 when px was in an image corner, N = 5 if px
was on a border but was not a corner, N = 8 for all the pixels
in a 8-neighborhood otherwise, as represented in Figure 1A,
where px; =a,b,c,d,e,f,g,h). For each image, the color
metric was a single number computed as the average of the
pixels’ chromaticity differences over all the pixels in the image
(Figure 1B). Note that as an average of distances in the (u’,v/

plane, the color metric can be interpreted as a distance in this
space. Our rationale for considering differences in chromaticity
and not absolute chromaticity is that while there are effects of
absolute chromaticity, as opposed to chromaticity differences,
on visual discomfort, differences in chromaticity play a major
part in predicting both discomfort from patterns (Haigh et al.,
2013a), and the electrical and hemodynamic response of the
cortex to a stimulus.

Stimuli

The stimuli used in Experiment 1 and 2 were obtained by
a web search for “Contemporary art.” Only art that did not
represent the form of an object was selected. This was to
avoid semantic association affecting the ratings of discomfort.
We purposely selected art that varied in chromaticity and
in structural complexity to ensure enough variability in these
two metrics. The images were then resized and cropped to
512 x 512 pixels at 300 dpi. Both sets of stimuli are shown in
Supplementary Figures Set 1, 2. In Experiment 3, our aim was
to create groups of three stimuli (triples) with the same amount
of luminance edge energy but three different levels of average
chromaticity difference. To this aim, we first defined three levels

for the metric (“low,” “medium,” and “high”) that matched the
lower end, the mean and the higher end of the distribution of the
images in Set 1. Next, we applied a set of 350 transformations to
each image in Set 1 using rotations and pseudo-rotations in the
(u',v') plane of the CIELUV space and switched back to sSRGB
images while preserving the luminance content of the images.
The full procedure is described in Supplementary Material (page
9; see section “Data Availability Statement” for code). To keep
the number of stimuli to rate for discomfort the same as in
Experiment 1 and 2, we sampled 25 triples. Accordingly, the
stimuli of Experiment 3 consisted of 25 triples in which each triple
was made of three transformed versions of the same stimulus in
Set 1, with three different levels of average chromaticity difference
but the same amount of luminance edge energy.

Natural Scenes

For comparison purposes, we computed the above color metric
for a large set of natural scenes. We considered two databases of
calibrated natural images: Geisler and Perry’s database of scenes
from nature (Geisler and Perry, 2011) and Parraga’s Barcelona
calibrated database (Vazquez-Corral et al, 2009). The average
chromaticity difference of all the 2,844 x 4,284 pixels sRGB
images in Geisler and Perry’s sets 1, 2 and 3 (N = 576) was
computed following the steps described above. For the Barcelona
calibrated database, we considered all the sets of images that
did not include man-made objects (i.e., “Snow and Seaside” and
“Naturalistic 1-3” N = 256). To compute the color metric for
these sets, we followed the process described above except that
we started with the calibrated 756 x 1,134 pixels images in CIE
XYZ space, as the provided RGB images are not calibrated, and
first cropped the images to 756 x 756 pixels by eliminating the
first left third containing the calibration gray ball. Overall, the
process provided two estimates for the distribution of the average
chromaticity difference for natural images.

To understand better the range of variations of the color
metric in natural scenes, we withdrew 25 patches of size
256 x 256 pixels at random locations using a uniform
distribution in all the images in sets “Naturalistic 2 and 3” of the
Barcelona calibrated database, resulting in 1,750 patches for each
set. We then computed their average chromaticity difference.
These two sets were chosen because they contain a large sample of
the features of natural scenes, from chromatically uniform green
foliage or brown ground, contrast between green foliage and blue
sky, and a range of colorful fruits of different sizes, framed at
different distances.

Statistical Analysis

In Experiments 1 and 2, we wanted to estimate the effect of
average chromaticity difference and departure with respect to
1/f* in the general population while ignoring the particularities
of the responses by a participant, which tend to be correlated
across images. Correlations for each participant are particularly
expected for online experiments, as opposed to lab experiments,
because the experimental conditions (viewing conditions, display
device) are different for each observer. To analyze the effect
of all these factors we used linear mixed effects (multilevel)
models. We fitted the models using the function “lmer” in
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the package Ime4 (Bates et al, 2015) in R (R Core Team,
2020). Average chromaticity difference and departure from 1/f*
were considered as fixed effects, and observer as a random
effect, here also considered to include the experimental setting
and conditions, which differed between observers. To estimate
the effect of average chromaticity difference in Experiment 3
while ignoring the different amounts of luminance edge contrast
between triples, we considered the level of the metric (“low,
“medium,” and “high”) as a fixed effect, and observer and triple
identity as random effect. Multiple comparisons between levels
of the predictor were done using the Tukey procedure from the R
package multcomp (Hothorn et al., 2008). We used information
criteria (AIC, BIC) and log likelihood for model selection and
used likelihood ratio for hypothesis testing (comparing with -
distributions with a degree of freedom given by the difference
of degrees of freedom of the compared models). Following
recommended practice (Meteyard and Davies, 2020), we detail
all the mixed effects models tested and the final models adopted
(see Supplementary Results, “Statistical inference”). Previous
studies on visual discomfort reported Spearman’s p correlations
between image metric and ratings for discomfort averaged
across observers. To allow for comparison, we also report these
statistics, as well as their robustness with 95% confidence intervals
computed using a standard bootstrap procedure (Rousselet et al.,
2019). Test of significance between Spearman correlations were
done using the same method. All bootstraps were computed with
10,000 replicates.

RESULTS

Experiments 1 and 2: Self-Reported
Visual Discomfort and Average

Chromaticity Difference

We found a significant effect of average chromaticity difference
on observers judgments of discomfort for both experiments
(Set 1, x> = 215.72, df = 3, p < 10713 Set 2, x? = 102.68,
df = 3, p < 107%); visual discomfort increased with average
chromaticity difference [Set 1, Figure 2A, slope estimate 0.34,
95% ci = (0.25, 0.44); Set 2, Figure 2B, 0.22, ci = (0.15,
0.30)]. Although robust, the effect of averaged chromaticity
difference on discomfort varied considerably between observers,
as can be seen from the best linear fit for individual raw data
(see Supplementary Figures 1, 2). Minimum, maximum, and
standard deviation of the distribution of individual slopes over
observers were, respectively, 0.016, 1.13, and 0.26 in Set 1 and
—0.13, 0.48, and 0.17 in Set 2. The Spearman’s p correlation
between mean ratings and the color metric was 0.62 [ci = (0.42,
0.76)], for Set 1 and 0.43, ci = (0.15, 0.67), for Set 2.

We also contrasted discomfort judgments with a previous
metric based on luminance only that measures to what extent the
two-dimensional amplitude spectrum of an image departs from
the 1/f* average amplitude spectrum of natural scenes (Penacchio
and Wilkins, 2015). There was a significant effect of departure
from 1/f* on discomfort for both sets (Set 1, x? = 81.50, df = 3,
p <1071 Set 2, x% = 136.58, df = 3, p < 10~ 1°). The Spearman

correlation between mean ratings and departure from 1/f* was
0.51 [ci = (0.27, 0.69)] in Set 1 and 0.22 [ci = (—0.10, 0.51)] in
Set 2. We found a correlation between the two metrics [Set 1,
Spearman correlation r = 0.75, ci = (0.59, 0.85); Set 2, r = 0.66,
ci = (0.45, 0.81)]. This correlation is expected from the partial
correlation between luminance and color edges found in natural
scenes (Hansen and Gegenfurtner, 2009). Nonetheless, a model
including both metrics improved significantly over a model
including average chromaticity difference for Set 2 (x> = 51.88,
df =1, p < 1072, AAIC = 7,954 - 7,904 = 50) or departure
from 1/f* only (x2 = 35.57, df = 3, p < 1078, AAIC = 7,934 -
7,904 = 30), suggesting that both color and luminance influenced
the discomfort experienced by observers in Experiment 2. These
comparisons also show that the relative contribution of average
chromaticity difference was stronger in Set 1 than in Set 2. This is
likely to reflect the higher spread and average of the distributions
of chromaticity difference in Set 1 than Set 2 (mean in Set 1 0.0105
vs. 0.0079 in Set 2, Kolmogorov-Smirnov D = 0.28, p = 0.0317;
median, 0.0098, resp. 0.0063; standard deviation 0.0061, resp.
0.0053, Figures 3A,B).

Experiment 3: Controlling for Luminance
Edge Energy

To distinguish between the effect of luminance edges from
the effect of chromaticity difference on visual discomfort,
we compared visual discomfort between levels of average
chromaticity difference within triples of stimuli made of an image
with a low level, an image with a medium and an image with
a high level for the metric but the same level of luminance
contrast (Experiment 3). We found a significant effect of the level
of average chromaticity difference within triples (x> = 614.96,
df=13,p <10~ '%, AAIC = 11,670 - 11,110 = 560, Figure 4), with
considerable variations between observers, as in Experiments 1
and 2 (see Supplementary Figure 3). Visual discomfort was 1.64
ci = (1.454, 1.850) for the low level of the metric, 0.268 ci = (0.124,
0.413) for the difference between the medium and low levels, and
0.294 ci = (0.129, 0.461) for the difference between the low and
the high level, with a significant difference between “low” and
“medium,” “low and high,” but no significant difference between
“medium” and “high” (Tukey adjusted difference between levels:
“medium-low,” z = 8.58,p < 107% z=9.41,p < 107% z=0.27,
p=0.687).

Comparison With Statistics of Average
Chromaticity Difference in Natural

Scenes

The distributions of average chromaticity difference of the
two databases of natural scenes were similar (Supplementary
Figure 4). We therefore joined them to form a single distribution
hereafter referred to as the distribution for natural scenes
(green curve, Figures 3A,B). Average chromaticity differences
for natural scenes ranged between 0.0021 and 0.0198, with
97% of the distribution below 0.010. Mean (0.0056), median
(0.0052) and standard deviation (0.0023) of the distribution were
lower than those of the two sets of abstract art. We quantified
how average chromaticity difference of the stimuli in the two
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FIGURE 3 | Positive deviation of average chromaticity difference with respect to natural scenes drives visual discomfort. (A,B) (pale green boxes) Histograms and
(green curve) estimated distributions of average chromaticity difference in natural scenes (N = 832) with superimposed distribution of average chromaticity difference
for the stimuli used in (A) Experiment 1 (Set 1, 50 stimuli) and (B) Experiment 2 (Set 2, 50 stimuli). Part of the stimuli have a high average chromaticity difference with
respect to typical natural scenes. (C,D) (black curve) Spearman’s p correlations between reported visual discomfort and the rectified z-scores of the average
chromaticity difference with respect to the distribution for natural scenes when the distribution is shifted toward lower or higher values of chromaticity differences for
(C) Set 1 and (D) Set 2. The reference distribution for natural scenes corresponds to shift = 0, with the associated correlation shown by a blue point [(C), Experiment
1, 0.62, ci = (0.42, 0.76); (D), Experiment 2, 0.43, ci = (0.15, 0.67)]. Gray-shaded intervals correspond to 95% confidence intervals for Spearman’s p correlations.
Correlations decrease when the distribution for natural scenes is shifted toward positive values, showing that positive deviation of average chromaticity difference
with respect to the reference distribution for natural scenes (shift = 0) is the best predictor of visual discomfort.

experimental sets deviated from the values typically found in
natural scenes. We computed the z-score of the color metric
for the two sets of images of abstract art with respect of the
distribution for natural scenes. We only considered “positive”
deviations with respect to natural scenes by rectifying the
z-scores, i.e., sending negative z-scores to zero. Our rationale
was that the color arrangements of stimuli with a low average
chromaticity difference, which have a “negative deviation” with
respect to natural scenes, are not expected to cause discomfort.
For both sets of stimuli, the Spearman correlation obtained
with the rectified deviations was not significantly lower than
those obtained with the original values (Set 1, Spearman’s p
0.62 for the reference metric vs. 0.59 for the rectified z-scores,
p = 0.41; Set 2, 0.43 for both, p = 0.50). This shows that
the positive association between average chromaticity difference
and reported discomfort is conserved even if we consider
only positive deviation with respect to natural scenes: visual
discomfort increases as the chromaticity differences exceed those
from natural scenes.

We further tested the association between experienced
discomfort and positive deviation in chromaticity with respect to
natural scenes. To this end, we simulated several values of shift of
the distribution for natural scenes toward lower and higher values
of average chromaticity difference. For each shift, we computed
the resulting rectified z-scores of the stimuli in the two sets
of abstract art and assessed how they correlated with reported
discomfort (Figures 3C,D). We found that correlations decreased
with increasing positive shift of the reference distribution,
showing that deviation with respect to the real distribution has
a better predictive power.

Can the high values of average chromaticity difference found
in some of the stimuli used in Experiments 1 and 2 be
reached in natural scenes? To test the extent of local variations
of chromatic difference in nature, we considered many small
patches in two subsets of the Barcelona calibrated database
(“Naturalistic 2-3”) and computed their average chromaticity
difference. These two sets were considered because they both
contain scenes with both a narrow and a wide range of
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FIGURE 4 | (A) Examples of triples of stimuli (rows) showing the three levels of the metric (left column, “low,” middle, “medium” and right, “high”). (B) Distributions of
average reported discomfort for the three groups defined by the three levels of average chromaticity difference, namely “low” (N = 25, mean = 0.0035, std = 0.0009),
“medium” (N = 25, 0.0115, 0.0009) and “high” (N = 25, 0.0190, 0.0018). Every dot represents the reported discomfort averaged over all observers in Experiment 3
when viewing an image with one of the three possible levels of the metric within each triple. The three elements making a triple are joined using the thin gray line.
Jitter along the x-axis within each group has been added for visualization purpose. Boxplots display the median, the 25th and 75th percentiles (lower and upper
hinges), the lowest measured values within Q1 (first quantile) and 1.5 x Q1 (lower whisker) and the highest observed value within Q3 (third quantile) and 1.5 x Q3

(upper whisker).

22}

1.8

reported discomfort

14}

high
Group of average chromaticity difference

medium

chromaticities. Importantly, they show a range of scenes with
red ripe fruits against a green foliage, a class of stimuli thought
to have played a central role in the evolution of trichromacy
in primates (Osorio and Vorobyev, 1996; Sumner and Mollon,
2000). We found that the patches at the top of the distribution,
i.e, with the highest value of average chromaticity, showed
green leaves against the sky, and, mainly, different varieties of
ripe fruits against a foliage (Figures 5A,B and Supplementary
Figures 5-10). For these stimuli, made of scattered items
against a chromatically contrasting background, chromaticity
difference is high at the outline of the items (see heat maps
in Figure 5A), which results in high values of local average
chromaticity difference. By contrast, the lower end of the
distribution consists of parts of natural scenes with reduced color
contrast (Figures 5C,D and Supplementary Figures 11-16).
Taken together, we found that chromaticity difference was higher
in the visually uncomfortable stimuli than in natural scenes,
with only a specific class of natural stimuli, essentially formed
of arrangement of ripe fruits against foliage, approaching (but
not exceeding) the values of the color metric associated with the
highest discomfort.

DISCUSSION

We focused on the contribution of chromaticity to visual
discomfort to complement previous studies of the effects
of luminance contrast. In an initial study with replication

(Experiments 1 and 2), we found that averaging local separations
in chromaticity (a simple metric with no parameters that
simulates cortical activation in response to color contrast)
provides a good predictor of visual discomfort. In the online
experiments it was not possible to use calibrated displays
or to identify any participants with color vision anomalies
using specialized equipment, but it is reasonable to suppose
that both restrictions would have increased the experimental
noise. The predictions were strong, nevertheless. The metric
accounts for variance in judgments of discomfort over and
above that previously explained (Penacchio and Wilkins, 2015)
on the basis of the luminance content of the images. To
confirm the influence of average chromaticity difference on
visual discomfort independently of the influence of luminance
edge contrast, we defined another experiment (Experiment
3) in which we varied chromaticity difference while keeping
luminance energy constant. We found the same association
between increased chromaticity difference and increased visual
discomfort. Finally, we also showed that large chromaticity
differences are relatively unusual in the natural environment,
except when identifying brightly colored fruit among foliage.
This suggests that large chromaticity differences in the natural
environment occur but rarely.

The algorithms that predict visual discomfort based on
luminance (Penacchio and Wilkins, 2015) support the idea of
a link between visual stress and the theory of efficient coding
of natural stimuli (Barlow, 1961; Simoncelli, 2003). Discomfort
arises when the luminance content of a stimulus deviates
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FIGURE 5 | Highest and lowest values of average chromaticity difference in natural scenes. (A) (left) First and second random patches with highest average
chromaticity difference in set “Naturalistic 3” of the Barcelona calibrated database (Vazquez-Corral et al., 2009) and (right) respective heat maps of local chromaticity
difference. The Average chromaticity difference in shown at the top of each inset. The first patch represents tree leaves (a species of genus ash, Fraxinus) seen
against a blue sky. The second patch shows ripe fruits of dog rose (Rosa canina) against green foliage. The heat maps show that chromaticity difference is high at
the outline of leaves and fruits. (B) Ten first patches with highest average chromaticity difference in the same set, showing leaves against the sky and ripe fruits.

(C) (left) Last two random patches of lowest average chromaticity difference in set “Naturalistic 3” of the Barcelona calibrated database and (right) respective heat
maps of local chromaticity difference. The first patch shows a uniform blue sky and the second patch a mountain landscape. (D) Ten last patches with lowest
average chromaticity difference in the same set of natural scenes. The patches show a uniform sky, mountain landscapes, close-up of leaves of vineyard and dried
wild grasses. See Supplementary Figures 5-16 for a more comprehensive view of the extremes values of average chromaticity differences found in natural scenes.
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consistently from that expected in natural scenes. Uncomfortable
stimuli also evoke large metabolic and electrophysiological
responses (Huang et al., 2003, 2011; O’Hare, 2016; Le et al., 2017;
Haigh et al,, 2018, 2019; Gentile and Aguirre, 2020; Lindquist
et al, 2021). The discomfort is theorized to serve as a
homeostatic signal to avoid stimuli that are computationally
and therefore metabolically demanding (Wilkins and Hibbard,
2014). Our findings show that the putative link between
visual discomfort and efficient coding extends to color. We
estimated the distribution of average chromaticity differences
in natural images and showed that positive deviation with
respect to this distribution predicted visual discomfort. So
once again the deviation from the statistics of natural scenes
was associated with discomfort. The cortical representation of
color has been shown to be topographically represented as
in the perceptual color maps (CIE LUV) in human (Brouwer
and Heeger, 2009, 2013) and in monkey brains (Xiao et al.,
2003). Stimuli with large average chromaticity differences
are therefore associated with strong activation of spatially
disparate parts of the cortex. Why do such an activation
result in visual discomfort? The underlying mechanism is still
to be determined, but, as for the luminance stimuli such
as stripes that cause strong gamma oscillations, the spatially
scattered stimulation of inhibitory interneurons is likely to play
a central role (Honey and Valiante, 2017). The discomfort
would, again, be consistent with a homeostatic response
that reduces any over-activation resulting from an ineflicient
encoding of the scene.

Surprisingly, the atypical variations in chromaticity arise from
one class of objects: namely arrangements of fruit on trees, at
least in our sample of images. The fruit are conspicuous objects,
readily identifiable by their chromaticity difference (Osorio and
Vorobyev, 1996; Sumner and Mollon, 2000). Although the
chromaticity difference was greater for fruit on trees than for
more typical natural images, the chromaticity difference for
our uncomfortable unnatural stimuli was substantially greater,
consistent with an overstimulation of a detection mechanism.
The role of chromaticity differences in attracting an observer’s
attention has yet to be fully identified but could be a key
component in identifying why large color separations are
uncomfortable. In the modern environment, where food foraging
is a less common activity, but cluttered arrangements of artificial
objects with disparate and saturated color are commonplace,
sensitivity to large color differences could now have a maladaptive
effect giving rise to an atypically strong physiological response
that evokes discomfort, and even headaches and seizures in
clinical populations.

Linking the overexploitation of an adaptive perceptual
process to visual discomfort opens new perspectives on our
understanding of visual discomfort. Whilst there is a clear
association between some deviations from nature and visual
discomfort (Fernandez and Wilkins, 2008; Juricevic et al.,
2010; O’Hare and Hibbard, 2011; Penacchio and Wilkins, 2015;
Ogawa and Motoyoshi, 2020), not all deviations elicit visual
discomfort. For example, square or sine gratings with a low
spatial frequency, or images that deviate from 1/f* because they
have a deficit of contrast energy at mid spatial frequencies,

are two classes of stimuli that are rarely found in natural
scenes, but are not reported as uncomfortable to look at. By
contrast, square and sine gratings with a spatial frequency
around 3 cycles per degree, i.e., whose frequency coincides
with the maximum of sensitivity of the human visual system
(Campbell and Robson, 1968), are strongly associated with
visual discomfort and will evoke seizures in some patients with
photosensitive epilepsy (Fernandez and Wilkins, 2008; O’Hare
and Hibbard, 2011; Penacchio and Wilkins, 2015; Hermes
et al, 2017). Deviation from nature is therefore necessary
but not sufficient to provoke discomfort. Future work might
consider whether the deviations from nature that cause visual
discomfort are strong stimuli with chromatic, spatial and/or
temporal features that maximally facilitate detection, or, more
generally, perceptual mechanisms that are otherwise adaptive in
natural environments.

In summary, chromatic contrast plays an important role
in determining visual discomfort, a role broadly similar to
the role of luminance contrast. Chromaticity difference is a
simple metric that can account for substantial variance in
judgments of discomfort from images. This metric sets another
link between visual stress and the theory of efficient coding
of natural stimuli. In nature, chromaticity differences tend
to be small, and instances of high chromaticity difference
tend to be uncommon and possibly related to foraging.
Uncomfortable arrangements of color are not simply different,
but exaggerated versions of the chromaticity differences
found in nature, and likely to strongly stimulate the visual
system. Questions remain as to whether it is generally the
case that visual discomfort arises when adaptive perceptual
mechanisms are overstimulated by specific classes of stimuli
rarely found in nature.

DATA AVAILABILITY STATEMENT

The datasets presented in this study can be found in online
repositories. The color stimuli can be found at https://
github.com/SarahMHaigh/DiscomfortComplexImages. The raw
individual data, Matlab, and R analysis code are archived at the
Dryad digital repository, doi: 10.5061/dryad.bcc2fqzc5.

ETHICS STATEMENT

The studies involving human participants were reviewed and
approved by Institutional Review Board at the University of
Nevada, Reno (333057). The patients/participants provided their
written informed consent to participate in this study.

AUTHOR CONTRIBUTIONS

OP, SH, and AW conceived the experiment, analyzed the data,
and wrote the manuscript. SH supervised the data collection.
XR, RE and SH collected the data. OP wrote the software for

Frontiers in Neuroscience | www.frontiersin.org

December 2021 | Volume 15 | Article 711064


https://github.com/SarahMHaigh/DiscomfortComplexImages
https://github.com/SarahMHaigh/DiscomfortComplexImages
https://doi.org/10.5061/dryad.bcc2fqzc5
https://www.frontiersin.org/journals/neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/neuroscience#articles

Penacchio et al.

Discomfort and Variations in Chromaticity

computing chromaticity differences and for formal analysis. All
authors contributed to the final version of the manuscript.

FUNDING

SH was supported by a NARSAD Young Investigator Grant
from the Brain and Behavior Research Foundation (26282), an
R15 AREA award from the National Institute of Mental Health
(122935), an NSF EPSCoR grant (1632849) on which SH is a
co-investigator, and the NIH COBRE PG20GM103650. OP was
partially funded by a Leverhulme grant (RPG-2019-96) to Julie M.
Harris and a Research Incentive Grant from the Carnegie Trust
(RIG009298).

REFERENCES

Atick, J. J., and Redlich, A. N. (1992). What does the retina know about natural
scenes. Neural Comput. 4,196-210. doi: 10.1162/nec0.1992.4.2.196

Barlow, H. B. (1961). Possible Principles Underlying The Transformations Of Sensory
Messages, A Symposium. Cambridge, MA: M. L. T. Press.

Bates, D., Machler, M., Bolker, B., and Walker, S. (2015). Fitting linear mixed-effects
models using Ime4. J. Stat. Softw. 67, 1-48. doi: 10.18637/jss.v067.i01

Brouwer, G. J., and Heeger, D. J. (2009). Decoding and reconstructing color from
responses in human visual cortex. J. Neurosci. 29, 13992-14003. doi: 10.1523/
JNEUROSCI.3577-09.2009

Brouwer, G. J., and Heeger, D. J. (2013). Categorical clustering of the
neural representation of color. J. Neurosci. 33, 15454-15465. doi: 10.1523/
JNEUROSCI.2472-13.2013

Campbell, F. W., and Robson, J. G. (1968). Application of fourier analysis to
visibility of gratings. J. Physiol. 197, 551-566. doi: 10.1113/jphysiol.1968.
sp008574

Fernandez, D., and Wilkins, A. J. (2008). Uncomfortable images in art and nature.
Perception 37, 1098-1113. doi: 10.1068/p5814

Field, D. J. (1987). Relations between the statistics of natural images and the
response properties of cortical cells. . Opt. Soc. Am. A Opt. Image Sci. Vis. 4,
2379-2394. doi: 10.1364/JOSAA.4.002379

Field, D. J. (1994). What is the goal of sensory coding. Neural Comput. 6, 559-601.
doi: 10.1162/neco0.1994.6.4.559

Geisler, W. S. (2008). Visual perception and the statistical properties of natural
scenes. Annu. Rev. Psychol. 59, 167-192. doi: 10.1146/annurev.psych.58.
110405.085632

Geisler, W. S., and Perry, J. S. (2011). Statistics for optimal point prediction in
natural images. J. Vis. 11:17. doi: 10.1167/11.12.14

Geisler, W. S., Perry, J. S., Super, B. J., and Gallogly, D. P. (2001). Edge co-
occurrence in natural images predicts contour grouping performance. Vis. Res.
41,711-724. doi: 10.1016/S0042-6989(00)00277-7

Gentile, C. P., and Aguirre, G. K. (2020). A neural correlate of visual discomfort
from flicker. J. Vis. 20:10. doi: 10.1101/2020.01.25.919472

Haigh, S. M., Barningham, L., Berntsen, M., Coutts, L. V., Hobbs, E. S. T., Irabor, J.,
etal. (2013a). Discomfort and the cortical haemodynamic response to coloured
gratings. Vis. Res. 89, 47-53. doi: 10.1016/j.visres.2013.07.003

Haigh, S. M., Chamanzar, A., Grover, P., and Behrmann, M. (2019). Cortical
hyper-excitability in migraine in response to chromatic patterns. Headache 59,
1773-1787. doi: 10.1111/head.13620

Haigh, S. M., Cooper, N. R., and Wilkins, A. J. (2015). Cortical excitability and
the shape of the haemodynamic response. Neuroimage 111, 379-384. doi:
10.1016/j.neuroimage.2015.02.034

Haigh, S. M., Cooper, N. R, and Wilkins, A. J. (2018). Chromaticity
separation and the alpha response. Neuropsychologia 108, 1-5. doi: 10.1016/
j.neuropsychologia.2017.11.020

Haigh, S. M., Jaschinski, W., Allen, P. M., and Wilkins, A. J. (2013b).
Accommodation to uncomfortable patterns. Perception 42, 208-222. doi: 10.
1068/p7397

ACKNOWLEDGMENTS

We would like to thank Josep Torres Vila for his help with
identifying the Mediterranean vegetation in the Barcelona
calibrated database. We would also like to thank the reviewers
for their constructive comments.

SUPPLEMENTARY MATERIAL

The Supplementary Material for this article can be found
online at: https://www.frontiersin.org/articles/10.3389/fnins.
2021.711064/full#supplementary- material

Haigh, S. M., Karanovic, O., Wilkinson, F., and Wilkins, A. J. (2012). Cortical
hyperexcitability in migraine and aversion to patterns. Cephalalgia 32, 236-240.
doi: 10.1177/0333102411433301

Hansen, T., and Gegenfurtner, K. F. (2009). Independence of color and
luminance edges in natural scenes. Vis. Neurosci. 26, 35-49. doi: 10.1017/
50952523808080796

Hermes, D., Trenite, D., and Winawer, J. (2017). Gamma oscillations and
photosensitive epilepsy. Curr. Biol. 27, R336-R338. doi: 10.1016/j.cub.2017.03.
076

Hibbard, P. B., and O’Hare, L. (2015). Uncomfortable images produce non-sparse
responses in a model of primary visual cortex. R. Soc. Open Sci. 2:140535.
doi: 10.1098/rs0s.140535

Honey, C.J., and Valiante, T. (2017). Neuroscience: when a single image can cause
a seizure. Curr. Biol. 27, R394-R397. doi: 10.1016/j.cub.2017.03.067

Hothorn, T., Bretz, F., and Westfall, P. (2008). Simultaneous inference in general
parametric models. Biom. J. 50, 346-363. doi: 10.1002/bim;j.200810425

Huang, J., Cooper, T. G., Satana, B., Kaufman, D. I, and Cao, Y. (2003). Visual
distortion provoked by a stimulus in migraine associated with hyperneuronal
activity. Headache 43, 664-671. doi: 10.1046/j.1526-4610.2003.03110.x

Huang, J., Zong, X. P., Wilkins, A., Jenkins, B., Bozoki, A., and Cao, Y. (2011).
fMRI evidence that precision ophthalmic tints reduce cortical hyperactivation
in migraine. Cephalalgia 31, 925-936. doi: 10.1177/0333102411409076

Juricevic, 1., Land, L., Wilkins, A., and Webster, M. A. (2010). Visual discomfort
and natural image statistics. Perception 39, 884-899. doi: 10.1068/p6656

Knill, D. C., Field, D., and Kersten, D. (1990). Human discrimination of fractal
images. J. Opt. Soc. Am. A Opt. Image Sci. Vis. 7, 1113-1123. doi: 10.1364/
JOSAA.7.001113

Le, A. T. D., Payne, J., Clarke, C., Murphy, K. A., Prudenziati, F., Armsby, E., et al.
(2017). Discomfort from urban scenes: metabolic consequences. Lansc. Urban
Plan. 160, 61-68. doi: 10.1016/j.landurbplan.2016.12.003

Lindquist, L. C., McIntire, G. R., and Haigh, S. M. (2021). The effects of visual
discomfort and chromaticity separation on neural processing during a visual
task. Vis. Res. 182, 27-35. doi: 10.1016/j.visres.2021.01.007

Machens, C. K., Gollisch, T., Kolesnikova, O., and Herz, A. V. M. (2005). Testing
the efficiency of sensory coding with optimal stimulus ensembles. Neuron 47,
447-456. doi: 10.1016/j.neuron.2005.06.015

Meteyard, L., and Davies, R. A. I. (2020). Best practice guidance for linear mixed-
effects models in psychological science. J. Mem. Lang. 112:22. doi: 10.1016/j.
jml.2020.104092

Ogawa, N., and Motoyoshi, I. (2020). Differential Effects of Orientation and
Spatial-Frequency Spectra on Visual Unpleasantness. Front. Psychol. 11:8. doi:
10.3389/fpsyg.2020.01342

O’Hare, L. (2016). Steady-state VEP responses to uncomfortable stimuli. Eur. J.
Neurosci. 45, 410-422. doi: 10.1111/ejn.13479

O’Hare, L., and Hibbard, P. B. (2011). Spatial frequency and visual discomfort. Vis.
Res. 51, 1767-1777. doi: 10.1016/j.visres.2011.06.002

Olshausen, B. A., and Field, D. J. (1996a). Emergence of simple-cell receptive field
properties by learning a sparse code for natural images. Nature 381, 607-609.
doi: 10.1038/381607a0

Frontiers in Neuroscience | www.frontiersin.org

December 2021 | Volume 15 | Article 711064


https://www.frontiersin.org/articles/10.3389/fnins.2021.711064/full#supplementary-material
https://www.frontiersin.org/articles/10.3389/fnins.2021.711064/full#supplementary-material
https://doi.org/10.1162/neco.1992.4.2.196
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.1523/JNEUROSCI.3577-09.2009
https://doi.org/10.1523/JNEUROSCI.3577-09.2009
https://doi.org/10.1523/JNEUROSCI.2472-13.2013
https://doi.org/10.1523/JNEUROSCI.2472-13.2013
https://doi.org/10.1113/jphysiol.1968.sp008574
https://doi.org/10.1113/jphysiol.1968.sp008574
https://doi.org/10.1068/p5814
https://doi.org/10.1364/JOSAA.4.002379
https://doi.org/10.1162/neco.1994.6.4.559
https://doi.org/10.1146/annurev.psych.58.110405.085632
https://doi.org/10.1146/annurev.psych.58.110405.085632
https://doi.org/10.1167/11.12.14
https://doi.org/10.1016/S0042-6989(00)00277-7
https://doi.org/10.1101/2020.01.25.919472
https://doi.org/10.1016/j.visres.2013.07.003
https://doi.org/10.1111/head.13620
https://doi.org/10.1016/j.neuroimage.2015.02.034
https://doi.org/10.1016/j.neuroimage.2015.02.034
https://doi.org/10.1016/j.neuropsychologia.2017.11.020
https://doi.org/10.1016/j.neuropsychologia.2017.11.020
https://doi.org/10.1068/p7397
https://doi.org/10.1068/p7397
https://doi.org/10.1177/0333102411433301
https://doi.org/10.1017/S0952523808080796
https://doi.org/10.1017/S0952523808080796
https://doi.org/10.1016/j.cub.2017.03.076
https://doi.org/10.1016/j.cub.2017.03.076
https://doi.org/10.1098/rsos.140535
https://doi.org/10.1016/j.cub.2017.03.067
https://doi.org/10.1002/bimj.200810425
https://doi.org/10.1046/j.1526-4610.2003.03110.x
https://doi.org/10.1177/0333102411409076
https://doi.org/10.1068/p6656
https://doi.org/10.1364/JOSAA.7.001113
https://doi.org/10.1364/JOSAA.7.001113
https://doi.org/10.1016/j.landurbplan.2016.12.003
https://doi.org/10.1016/j.visres.2021.01.007
https://doi.org/10.1016/j.neuron.2005.06.015
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.3389/fpsyg.2020.01342
https://doi.org/10.3389/fpsyg.2020.01342
https://doi.org/10.1111/ejn.13479
https://doi.org/10.1016/j.visres.2011.06.002
https://doi.org/10.1038/381607a0
https://www.frontiersin.org/journals/neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/neuroscience#articles

Penacchio et al.

Discomfort and Variations in Chromaticity

Olshausen, B. A., and Field, D. J. (1996b). Natural image statistics and efficient
coding. Netw. Comput. Neural Syst. 7, 333-339. doi: 10.1088/0954-898X_7_2
014

Olshausen, B. A., and Field, D. J. (2004). Sparse coding of sensory inputs. Curr.
Opin. Neurobiol. 14, 481-487. doi: 10.1016/j.conb.2004.07.007

Osorio, D., and Vorobyev, M. (1996). Colour vision as an adaptation to frugivory
in primates. Proc. R. Soc. B Biol. Sci. 263, 593-599. doi: 10.1098/rspb.1996.0089

Parraga, C. A., Troscianko, T., and Tolhurst, D. J. (2000). The human visual system
is optimised for processing the spatial information in natural visual images.
Curr. Biol. 10, 35-38. doi: 10.1016/S0960-9822(99)00262-6

Penacchio, O., and Wilkins, A. J. (2015). Visual discomfort and the spatial
distribution of Fourier energy. Vision Res. 108, 1-7. doi: 10.1016/j.visres.2014.
12.013

Penacchio, O., Haigh, S. M., Ross, X., Ferguson, R., and Wilkins, A. (2021). Visual
discomfort and variations in chromaticity in art and nature. Dryad, Dataset.
doi: 10.5061/dryad.bcc2fqzc5

R Core Team (2020). A Language and Environment for Statistical Computing.
Vienna: R Foundation for Statistical Computing.

Rousselet, G. A., Pernet, C., and Wilcox, R. R. (2019). A practical introduction
to the bootstrap: a versatile method to make inferences by using data-driven
simulations. PsyArXiv [Preprint] doi: 10.31234/osf.io/h8ft7

Simoncelli, E. P. (2003). Vision and the statistics of the visual environment.
Curr. Opin. Neurobiol. 13, 144-149. doi:  10.1016/50959-4388(03)
00047-3

Simoncelli, E. P., and Olshausen, B. A. (2001). Natural image statistics and neural
representation. Annu. Rev. Neurosci. 24, 1193-1216. doi: 10.1146/annurev.
neuro.24.1.1193

Sumner, P., and Mollon, J. D. (2000). Catarrhine photopigments are optimized
for detecting targets against a foliage background. J. Exp. Biol. 203, 1963-1986.
doi: 10.1242/jeb.203.13.1963

The Matlab Inc (2019). MATLAB and Statistics Toolbox Release 2019b. Natick, MA:
The MathWorks Inc.

Tolhurst, D. J., Tadmor, Y., and Chao, T. (1992). Amplitude spectra of natural
images. Ophthalmic Physiol. Opt. 12, 229-232. doi: 10.1111/j.1475-1313.1992.
tb00296.x

Vazquez-Corral, J., Parraga, C. A., Vanrell, M., and Baldrich, R. (2009).
Color constancy algorithms: psychophysical evaluation on a new dataset.

J. Imaging Sci. Technol. 53:9.
031105

Vinje, W. E., and Gallant, J. L. (2000). Sparse coding and decorrelation in primary
visual cortex during natural vision. Science 287, 1273-1276. doi: 10.1126/
science.287.5456.1273

Westland, S., Ripamonti, C., and Cheung, V. (2012). Computational Colour
Science using MATLABS . Hoboken, NJ: John Wiley & Sons, Ltd. doi: 10.1002/
9780470710890

Wilkins, A. J. (1995). Visual Stress. Oxford: Oxford University Pres. doi: 10.1093/
acprof:0s0/9780198521747.001.0001

Wilkins, A. J., and Hibbard, P. B. (2014). “Discomfort and hypermetabolism,”
in Proceedings of the 50th Anniversary Convention of the AISB, (Goldsmiths:
University of London), 11-13.

Wilkins, A., Nimmosmith, I., Tait, A., McManus, C., Dellasala, S., Tilley, A., et al.
(1984). A neurological basis for visual discomfort. Brain 107, 989-1017. doi:
10.1093/brain/107.4.989

Xiao, Y. P, Wang, Y., and Felleman, D. J. (2003). A spatially organized
representation of colour in macaque cortical area V2. Nature 421, 535-539.
doi: 10.1038/nature01372

doi: 10.2352/].ImagingSci.Technol.2009.53.3.

Conflict of Interest: 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.

Publisher’s Note: All claims expressed in this article are solely those of the authors
and do not necessarily represent those of their affiliated organizations, or those of
the publisher, the editors and the reviewers. Any product that may be evaluated in
this article, or claim that may be made by its manufacturer, is not guaranteed or
endorsed by the publisher.

Copyright © 2021 Penacchio, Haigh, Ross, Ferguson and Wilkins. This is an open-
access article distributed under the terms of the Creative Commons Attribution
License (CC BY). The use, distribution or reproduction in other forums is permitted,
provided the original author(s) and the copyright owner(s) 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.

Frontiers in Neuroscience | www.frontiersin.org

11

December 2021 | Volume 15 | Article 711064


https://doi.org/10.1088/0954-898X_7_2_014
https://doi.org/10.1088/0954-898X_7_2_014
https://doi.org/10.1016/j.conb.2004.07.007
https://doi.org/10.1098/rspb.1996.0089
https://doi.org/10.1016/S0960-9822(99)00262-6
https://doi.org/10.1016/j.visres.2014.12.013
https://doi.org/10.1016/j.visres.2014.12.013
https://doi.org/10.5061/dryad.bcc2fqzc5
https://doi.org/10.31234/osf.io/h8ft7
https://doi.org/10.1016/S0959-4388(03)00047-3
https://doi.org/10.1016/S0959-4388(03)00047-3
https://doi.org/10.1146/annurev.neuro.24.1.1193
https://doi.org/10.1146/annurev.neuro.24.1.1193
https://doi.org/10.1242/jeb.203.13.1963
https://doi.org/10.1111/j.1475-1313.1992.tb00296.x
https://doi.org/10.1111/j.1475-1313.1992.tb00296.x
https://doi.org/10.2352/J.ImagingSci.Technol.2009.53.3.031105
https://doi.org/10.2352/J.ImagingSci.Technol.2009.53.3.031105
https://doi.org/10.1126/science.287.5456.1273
https://doi.org/10.1126/science.287.5456.1273
https://doi.org/10.1002/9780470710890
https://doi.org/10.1002/9780470710890
https://doi.org/10.1093/acprof:oso/9780198521747.001.0001
https://doi.org/10.1093/acprof:oso/9780198521747.001.0001
https://doi.org/10.1093/brain/107.4.989
https://doi.org/10.1093/brain/107.4.989
https://doi.org/10.1038/nature01372
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
https://www.frontiersin.org/journals/neuroscience
https://www.frontiersin.org/
https://www.frontiersin.org/journals/neuroscience#articles

	Visual Discomfort and Variations in Chromaticity in Art and Nature
	Introduction
	Materials and Methods
	Participants
	Procedure
	Color Metric
	Stimuli
	Natural Scenes
	Statistical Analysis

	Results
	Experiments 1 and 2: Self-Reported Visual Discomfort and Average Chromaticity Difference
	Experiment 3: Controlling for Luminance Edge Energy
	Comparison With Statistics of Average Chromaticity Difference in Natural Scenes

	Discussion
	Data Availability Statement
	Ethics Statement
	Author Contributions
	Funding
	Acknowledgments
	Supplementary Material
	References


