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Abstract
Finding a target among uniformly oriented non-targets is typically faster when this target is perpendi-

cular, rather than parallel, to the non-targets. The V1 Saliency Hypothesis (V1SH), that neurons in the

primary visual cortex (V1) signal saliency for exogenous attentional attraction, predicts exactly the

opposite in a special case: each target or non-target comprises two equally sized disks displaced

from each other by 1.2 disk diameters center-to-center along a line defining its orientation. A target

has two white or two black disks. Each non-target has one white disk and one black disk, and thus,

unlike the target, activates V1 neurons less when its orientation is parallel rather than perpendicular

to the neurons’ preferred orientations. When the target is parallel, rather than perpendicular, to the

uniformly oriented non-targets, the target’s evoked V1 response escapes V1’s iso-orientation surround

suppression, making the target more salient. I present behavioral observations confirming this

prediction.
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Introduction
Where we should direct our attention or gaze is determined by both top-down (also called goal-
dependent and endogenous) and bottom-up (goal-independent, stimulus-driven, and exogenous)
factors (Treisman & Gelade, 1980; Theeuwes, 2010; Wolfe, 2021). For example, top-down
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factors guide our gaze to a page of a book we are reading, while bottom-up factors distract our gaze
to an unexpected insect that suddenly appears beyond the book pages. Brain regions such as the
frontal eye field (FEF) and parietal cortical areas are believed to be the neural basis for top-
down control. However, the neural basis for bottom-up control is still hotly debated.

To limit the debate, define a visual location’s saliency as its ability to attract attention exogen-
ously. A location can be salient by, for example, having a unique vertical bar among horizontal bars,
a unique red item among green items, or a uniquely left-moving object among right-moving ones.
Hence, saliency is general across many visual features (e.g., vertical orientation or red) and feature
dimensions (e.g., orientation, motion, and color). This has motivated the idea that a saliency map to
guide attention exogenously should reside in brain areas such as the FEF and parietal cortex, which
contain retinotopic maps of the visual field and whose neurons are untuned to any specific visual
features or feature dimensions (Koch & Ullman, 1985; Itti & Koch, 2001).

The V1 saliency hypothesis (V1SH), however, posits that saliency of a visual location is sig-
naled by the highest response it evokes from V1 neurons whose receptive fields (RFs) cover that
location, relative to the highest V1 responses to other locations. This is without regard to the pre-
ferred features (such as color and orientation) of the neurons (Li, 1999, 2002). For example, an
orientation singleton, such as a unique vertical bar among horizontal bars, is salient because its
evoked V1 response is higher than responses evoked by the background bars. The underlying
neural mechanism is iso-feature suppression, whereby a V1 neuron’s response to visual input is
typically suppressed by active neighboring neurons preferring similar input features (Knierim &
Van Essen, 1992; Zhaoping, 2014). Hence, a neuron preferring horizontal orientation and respond-
ing to a horizontal background bar is, by iso-orientation suppression, suppressed by other
horizontal-preferring neurons responding to nearby horizontal bars. In contrast, a vertical-preferring
neuron responding to the unique vertical bar escapes the iso-orientation suppression, thereby giving
a higher response. These V1 saliency signals are monosynaptically sent to the superior colliculus
(SC, a midbrain area heavily involved in eye movement (Schiller, 1984)), allowing execution of
an attentional shift to the most salient location. Iso-color suppression and iso-motion-direction sup-
pression analogously make color singletons and motion-direction-singletons salient, respectively.

Various predictions of V1SH have been experimentally confirmed, see a review in Zhaoping
(2014). They include the surprising phenomenon that an eye-of-origin singleton, such as a horizon-
tal bar presented to the left eye among other horizontal bars presented to the right eye, captures
attention automatically even when the singleton is task-irrelevant and indistinguishable to the
observers from the background bars (Zhaoping, 2008). This singleton, whose unique eye-of-origin
is visible to V1 but not to higher visual areas, evokes a higher V1 response due to iso-eye-of-origin
suppression. V1SH has also been tested electrophysiologically in monkeys: V1 neurons’ responses
to an orientation singleton are inversely correlated with the behavioral latencies to saccade to the
singleton (Yan et al., 2018).

Here, we test a further surprising prediction of V1SH. We consider the search task of finding a
target: a homo-pair of disks (two white disks or two black disks) in a background of hetero-pairs of
disks (each made of one white disk and one black disk). The orientation of each disk-pair, target, or
non-target, is that of the displacement between the two disks. Figure 1 shows that a hetero-pair
better excites a V1 neuron preferring an orientation perpendicular rather than parallel to itself,
since this is when the black and white disks, respectively, fall into the off- and on-subfields of
the neuron’s RF. Smith et al. (2002) analyzed such a stimulus-response relationship in detail,
showing that monkey’s V1 neurons indeed respond accordingly. Hence, when the background
hetero-pairs are perpendicular to the target (homo-pair) (e.g., in Figure 2B), they mainly excite
V1 neurons preferring the target’s orientation (see Figure 1D right), leading to iso-orientation sup-
pression of the neuron responding to the target. In contrast, when the background hetero-pairs are
parallel to the target (e.g., in Figure 2A), the V1 neuron responding to the target escapes this
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suppression (see Figure 1D left). Hence, V1SH predicts that this target is less salient when perpen-
dicular rather than parallel to the non-targets. By contrast, higher brain areas are likely to define the
orientation of the non-targets at the more symbolic level of the displacement between the two disks
in each pair, and so predict that the target would be less salient when parallel rather than perpendi-
cular to the non-targets as would be conventional in the visual search literature (Wolfe, 2021).

Experimental Methods and Results

Methods
The search images (as in Figure 2) contained 24 columns and 18 rows of disk pairs. They were dis-
played on a Sony cathode ray tube of resolution 1264 × 948 pixels, spanning 38.3 cm × 29.1 cm or
48.0◦ × 37.4◦ in visual angle at a 43 cm viewing distance in a dim room.

Each trial started with a central fixation cross on a gray background for 0.7 second, followed by
0.2 second without the fixation cross before a search image appeared waiting for an observer’s
response. Observers had to fixate on the cross until the search image appeared, and then could
freely move their gaze and press a left or right button as quickly as possible to report, respectively,
a target in the left or right half of the display. They started the next trial with another button press.
Right after several practice trials, each observer performed 400 testing trials and typically took one
short break in the middle. The average durations (± standard deviations) to complete the first 200
testing trials, the second 200 testing trials, and all the 400 testing trials (including break times) were
18.8 ± 4.8, 13.9 ± 1.9, and 36.2 ± 8.0minutes, respectively.

Excluding the central four columns in the search array, the target was randomly and equally
likely at any location within 9 columns and 7 rows from the display center, making it between
about 5.4◦ and 21.7◦ from the display center. In each trial, the target was also randomly and
equally likely to be a white or black homo-pair and oriented 45◦ clockwise or counter-clockwise
from vertical. Meanwhile, the uniformly oriented non-targets were randomly and equally likely

Figure 1. (A) Schematic of the Gabor-like, horizontally oriented, RF of a V1 neuron, with on- and

off-subfields. (B) Activation of (A) neuron by a vertical hetero-pair, horizontal homo-pairs, and a horizontal

Gabor. (C) Vertical hetero-pair in a vertical RF. The vertical hetero-pair activates a horizontal-tuned cell in (B)

better than a vertical-tuned cell in (C). (D) Visual inputs resembling subparts of visual search stimuli in

Figure 2 superposed on some example RFs of the V1 neurons that are more activated by the disk-pairs in

these inputs. Panels (A)–(C) are adapted from Figure 2 of Zhaoping (2020).
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Figure 2. Two example search images. They differ only in the orientation of the target, a homo-pair of black

disks, in the fifth row from the top and ninth column from the left. The non-targets are hetero-pairs of disks.
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to be parallel or perpendicular to the target. The black disk in each non-target was randomly and
independently the upper or lower one with equal chance. The gray background had luminance
Lo = 44 cd/m2. Each disk’s diameter was D = 15 pixels, two disks in a pair were R = 18 pixels
apart center-to-center, a disk pair spanned 1.33◦ × 0.61◦ at the display center. With D ≈ R, the
most activated V1 neurons by each homo- or hetero-pair should prefer spatial frequency (SF)
∼ 0.69 cycles/degree. This SF is within the range of preferred SFs of monkey V1 neurons for
each target eccentricity (Gattass et al., 1987) from the display center. Within a disk, each pixel
at a distance r from the disk’s center had a luminance deviation from the gray background by
about Lo · exp (− r2/(2σ2)) with σ = 5.4 pixels. The location of each disk pair was randomly jit-
tered, horizontally and vertically, from the regular 24 × 18 grid such that two neighboring pairs
were between 49 and 57 pixels (mean 52.6 pixels) apart center-to-center horizontally and vertically.

To test whether reaction times (RTs) for different target conditions differed significantly from
each other, paired permutation tests (rather than t-tests) across observers on their trial-averaged
quantities are used, so that no assumptions need to be made regarding whether the RTs are normally
distributed. Trials with RT <0.2 second or a wrong button press constituted no more than 2% of the
trials for each observer, and are excluded from the data analysis. The qualitative results are insen-
sitive to whether the RT outliers are removed, and are also insensitive to whether the trial RTs are
transformed to their logarithms (to make the distribution of the data closer to a normal distribution)
for the data analysis.

Results
Averaged across 10 observers (eight of them were naive and one of them was the author), the RT
was significantly shorter when the target was parallel rather than perpendicular to the non-targets

Figure 3. Reaction time (RT) to find a target was shorter for targets parallel rather than perpendicular to

the non-targets. A target that is more or less than its average distance (14◦) from the display center is termed

“peripheral” or “central,” respectively. In the current and next figures, data bars mark the average RTs across

n = 10 observers (error bars are the standard errors); RTs of individual observers are visualized by

individually colored dots linked by the correspondingly colored lines; two data bars linked by one, two, or

three ’*’s indicate that their RT difference is significant with p values .05 < p ≤ .01, .001 < p ≤ .01, or

p ≤ .001, respectively.
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(Figure 3A), confirming the V1SH prediction. This RT difference was mainly due to the peripheral
target trials, in which the target was further from the center of the visual display (Figure 3B).
However, for the central target trials (i.e., nonperipheral target trials), this RT difference was insig-
nificant (Figure 3C). As observers progressed toward the second 200 of their 400 trials, RTs
decreased, and the RT difference became significant for the central target trials (Figure 4A).
Meanwhile, for the peripheral target trials, this RT difference was significant already in the first
200 trials (Figure 4B).

Summary and Discussion
Whether a target was parallel or perpendicular to the non-targets was unpredictable in each trial and
irrelevant to the search task in the current study. Hence, the parallel target was found faster purely
by bottom-up, or exogenous, factors. Indeed, we have defined saliency as the strength of attentional
attraction by exogenous factors (Zhaoping, 2014). Since the target and non-targets, respectively,
excite V1 neurons preferring orientations parallel and perpendicular to themselves (Smith et al.,
2002), the preferred orientations of the activated V1 neurons, rather than the figure orientations
(i.e., the main axis) of symbolic objects (the disk pairs), dictate saliency.

Among primate brain areas such as FEF , lateral intraparietal (LIP) area, superior colliculus (SC),
and V1 that have been considered for saliency computation, V1 is most selective to the orientation
feature, particularly for the sort of small disk pairs we used in this study. Neurons in FEF and LIP
are typically untuned to visual features unless the features are relevant for a task on which the
animal has been extensively trained (Bichot et al., 1996; Freedman & Assad, 2006). In monkey
SC neurons, traditional studies suggest that tunings to visual features are absent or very weak
except in extensively trained monkeys (Schiller, 1984; Horwitz & Newsome, 2001). More recent
works (Chen & Hafed, 2018; Chen et al., 2018) reported modest feature tunings to orientation
and spatial frequency in monkey SC neurons, although these forms of tuning are much weaker
than those in V1 neurons.

To read out a V1 saliency map for an attentional shift to the most salient location by the
winner-take-all computation, any feature signals (which are irrelevant for implementing a gaze
or attentional shift) in V1 responses should be degraded and eliminated progressively along the
read-out route (Zhaoping, 2014, 2016). The weaker feature selectivity in SC compared to V1 is

Figure 4. Learning effects. Each observer had several practice trials right before the 400 testing trials. The

saliency effect, manifested as a shorter RT for the parallel than the perpendicular target, was significant for the

peripheral but not the central targets in the first 200 testing trials, and became significant for the central

targets in the second 200 testing trials.
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consistent with the idea that SC, which has a longer response latency than V1 (White et al., 2017),
inherits and degrades feature selectivity from V1 when reading out the saliency map. This selectiv-
ity degradation could even start in V1’s layer 5 neurons which project to SC (see Zhaoping, 2014
and 2016 for discussions). Indeed, in mice (in which neural types are more easily differentiated
experimentally than in monkeys), such layer 5 neurons have weaker feature tunings than other
layer 5 neurons (Lur et al., 2016). Parietal and frontal areas can also inherit saliency signals
from V1 to combine them with top-down factors for controlling attention (Bisley & Goldberg,
2011; Shomstein, 2012).

This study adds to previous behavioral, electrophysiological, and neural imaging investigations
that confirm V1SH predictions (Zhaoping, 2014; Yan et al., 2018). For our current stimuli, V1SH
does not precisely predict whether the RTs (for a parallel or perpendicular target) should be insen-
sitive to the number of non-targets, that is, the search set size. Hence, measuring the set size effect,
interesting though it is for research in visual search, would neither support, nor falsify, V1SH. One
may also ask, if the target is a hetero-pair while non-targets are uniformly oriented and randomly
mixed black homo-pairs and white homo-pairs (analogous to our current design), whether a parallel
target should yield a shorter RT than a perpendicular target by the same V1 mechanisms. The
answer is unclear since, unlike a hetero-pair whose average luminance (locally) matches that of
the gray background, a homo-pair is brighter or darker. Consequently, a random array of black
and white homo-pairs will create a luminance interference that, analogous to the color interference
in orientation target search (Snowden, 1998; Zhaoping & Snowden, 2006; Zhaoping &May, 2007),
should overwhelm any saliency effects by the target’s orientation. Therefore, such a study would
also be unable to support or falsify V1SH.

However, future studies could test other relevant predictions. For example, consider an
orientation-tuned V1 neuron activated by an optimally oriented homo-pair in its RF. Surround sup-
pression from uniformly oriented hetero-pairs outside the RF should be stronger when these hetero-
pairs are perpendicular rather than parallel to the homo-pair. For another example, if the two disks
in our hetero-pair are both sufficiently lighter or both sufficiently darker than the gray background,
then the preferred orientation of the most activated V1 neurons should be parallel rather than per-
pendicular to the hetero-pair. Using such hetero-pairs for our search task, and making sure that all
disks (from the target and non-targets) are all lighter or all darker than the gray background to
prevent the kind of luminance interference mentioned above, V1SH predicts that a perpendicular
(homo-pair) target should be found more quickly than a parallel target (Jeremy Wolfe, private
communications).

Our observers reported that the search was effortful in the initial trials and that it became increas-
ingly easier and reflexive in later trials. This learning may be related to similar learning effects in an
orientation singleton search task in monkeys observed in Yan et al. (2018), although the number of
trials for the monkeys was much larger. The monkeys’ learning was reflected in the correlation
between shorter behavioral RTs (to saccade to the target) and higher V1 responses to the orientation
contrast between the target and (uniformly oriented) non-targets (Yan et al., 2018). During the
initial trials, this correlation was mainly with the V1 responses 100–200ms after the search stimulus
onset (and before the saccade); and the correlation with the initial V1 responses (40–60ms after the
stimulus onset) was insignificant except for the more salient targets. As monkeys’ RTs decreased
through practice, the correlation with the later V1 responses decreased, whereas the correlation with
the initial V1 responses increased and became significant even for the less salient targets. The sub-
stantial presence of the initial V1 responses (to the orientation contrast) was regardless of whether
the monkey was doing the search task, whereas that of the later responses was only during the task
(Yan et al., 2018), suggesting that the early and later V1 responses reflect bottom-up and top-down
mechanisms, respectively. The learning, by the monkeys and by our observers, perhaps involves
coming to rely more on the bottom-up saliency signals and less on the top-down control for the
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task. The 40ms latency (of the initial V1 responses to the orientation contrast of the target) is too
short for the V1 saliency signals to arise from feedback from downstream brain areas such as FEF,
LIP, or SC.

Like previous studies (Zhaoping & Guyader, 2007; Nuthmann et al., 2021), this study also illus-
trates the central-peripheral dichotomy that peripheral and central vision are mainly for looking (to
select where to shift attention to) and seeing (object recognition), respectively (Zhaoping, 2019).
The contrast between the saliency effects (i.e., shorter RTs to find a parallel target) in our central
versus peripheral targets is consistent with the idea that saliency processes are stronger for more
peripheral visual locations (Zhaoping, 2014). A target closer to the fovea is more likely to lie
within the attentional spotlight and so to be subject to top-down factors (Zhaoping, 2019)
beyond bottom-up saliency. A target in the peripheral visual field is more vulnerable to visual
crowding, so that it attracts gaze mainly by its saliency rather than by a recognition of its shape.
Since saliency is the strength to attract attention exogenously, saliency-guided gaze shifts should
in principle occur without recognizing the object at the saccade destination. In practice, this
occurs at least in the case of gaze and attentional capture by the eye-of-origin singleton even
though observers could not distinguish this singleton from other items in the visual field
(Zhaoping, 2008, 2012). Our observed learning, which particularly increased the saliency effects
in our central target trials, enabled our observers to employ more looking rather than seeing pro-
cesses for this task.

Acknowledgements
I am grateful to Jeremy Wolfe and two anonymous reviewers for very helpful comments on the manuscript.

Declaration of Conflicting Interests
The author declared no potential conflicts of interest with respect to the research, authorship, and/or publication
of this article.

Funding
The author disclosed receipt of the following financial support for the research, authorship, and/or publication
of this article: This work was supported by fundings from the University of Tübingen and Max Planck Society.

ORCID iD
Li Zhaoping https://orcid.org/0000-0002-8755-2865

References
Bichot, N. P., Schall, J. D., & Thompson, K. G (1996). Visual feature selectivity in frontal eye fields induced

by experience in mature macaques. Nature, 381(6584), 697–699. doi: 10.1038/381697a0.
Bisley, J., & Goldberg, M (2011). Attention, intention, and priority in the parietal lobe. Annual Review of

Neuroscience, 33, 1–21. doi: 10.1146/annurev-neuro-060909-152823.
Chen, C.-Y., & Hafed, Z. M (2018). Orientation and contrast tuning properties and temporal flicker fusion

characteristics of primate superior colliculus neurons. Frontiers in Neural Circuits, 12, 58. doi: 10.3389/
fncir.2018.00058

Chen, C.-Y., Sonnenberg, L., Weller, S., Witschel, T., & Hafed, Z. M (2018). Spatial frequency sensitivity in
macaque midbrain. Nature Communications, 9(1), 2852. doi: 10.1038/s41467-018-05302-5.

Freedman, D. J., & Assad, J. A (2006). Experience-dependent representation of visual categories in parietal
cortex. Nature, 443(7107), 85–88. doi: 10.1038/nature05078

Gattass, R., Sousa, A., & Rosa, M (1987). Visual topography of V1 in the Cebus monkey. The Journal of
Comparative Neurology, 259(4), 529–548. doi: 10.1002/cne.902590404.

Zhaoping 67

https://orcid.org/0000-0002-8755-2865
https://orcid.org/0000-0002-8755-2865
https://doi.org/10.1038/381697a0
https://doi.org/10.1146/annurev-neuro-060909-152823
https://doi.org/10.3389/fncir.2018.00058
https://doi.org/10.3389/fncir.2018.00058
https://doi.org/10.1038/s41467-018-05302-5
https://doi.org/10.1038/nature05078
https://doi.org/10.1002/cne.902590404


Horwitz, G. D., & Newsome, W. T (2001). Target selection for saccadic eye movements: Direction-selective
visual responses in the superior colliculus. Journal of Neurophysiology, 86(5), 2527–2542. doi: 10.1152/jn.
2001.86.5.2543.

Itti, L., & Koch, C (2001). Computational modelling of visual attention. Nature Reviews Neuroscience, 2(3),
194–203. doi: 10.1038/35058500.

Knierim, J., & Van Essen, D (1992). Neuronal responses to static texture patterns in area V1 of the alert
macaque monkey. Journal of Neurophysiology, 67(4), 961–80. doi: 10.1152/jn.1992.67.4.961.

Koch, C., & Ullman, S (1985). Shifts in selective visual attention: Towards the underlying neural circuitry.
Human Neurobiology, 4(4), 219–27.

Li, Z (1999). Contextual influences in V1 as a basis for pop out and asymmetry in visual search. Proceedings of
the National Academy of Sciences of the USA, 96(18), 10530–10535. doi: 10.1073/pnas.96.18.10530.

Li, Z (2002). A saliency map in primary visual cortex. Trends in Cognitive Sciences, 6(1), 9–16. doi: 10.1016/
s1364-6613(00)01817-9.

Lur, G., Vinck, M. A., Tang, L., Cardin, J. A., & Higley, M. J (2016). Projection-specific visual feature
encoding by layer 5 cortical subnetworks. Cell Reports, 14(11), 2538–2545. doi: 10.1016/j.celrep.2016.
02.050

Nuthmann, A., Clayden, A. C., & Fisher, R. B (2021). The effect of target salience and size in visual search within
naturalistic scenes under degraded vision. Journal of Vision, 21(4), article 2. doi: 10.1167/jov.21.4.2.

Schiller, P. H (1984). The superior colliculus and visual function. In J Brookhart, V Mountcastle,
I Darian-Smith, & S Geiger (eds) Handbook of physiology, section 1: The nervous system; Vol. III,
sensory processes, Part 1 (pp.457–505). Wiley Online Library. DOI:10.1002/cphy.cp010311.

Shomstein, S (2012). Cognitive functions of the posterior parietal cortex: Top-down and bottom-up attentional
control. Frontiers in Integrative Neuroscience, 6, 38. doi: 10.3389/fnint.2012.00038.

Smith, M. A., Bair, W., & Movshon, J. A (2002). Signals in macaque striate cortical neurons that support the
perception of glass patterns. Journal of Neuroscience, 22(18), 8334–8345. doi: 10.1523/JNEUROSCI.22-
18-08334.2002.

Snowden, R. J (1998). Texture segregation and visual search: A comparison of the effects of random variations
along irrelevant dimensions. Journal of Experimental Psychology: Human Perception and Performance,
24(5), 1354–1367. doi: 10.1037//0096-1523.24.5.1354.

Theeuwes, J (2010). Top–down and bottom-up control of visual selection. Acta Psychologica, 135(2), 77–99.
doi: 10.1016/j.actpsy.2010.02.006.

Treisman, A. M., & Gelade, G (1980). A feature-integration theory of attention. Cognitive Psychology, 12(1),
97–136. doi: 10.1016/0010-0285(80)90005-5.

White, B. J., Kan, J. Y., Levy, R., Itti, L., & Munoz, D. P (2017). Superior colliculus encodes visual saliency
before the primary visual cortex. Proceedings of the National Academy of Sciences, 114(35), 9451–9456.
doi: 10.1073/pnas.1701003114.

Wolfe, J. M (2021). Guided search 6.0: An updated model of visual search. Psychonomic Bulletin & Review,
28(4), 1060–1092. doi: 10.3758/s13423-020-01859-9.

Yan, Y., Zhaoping, L., & Li, W (2018). Bottom–up saliency and top-down learning in the primary visual
cortex of monkeys. Proceedings of the National Academy of Sciences, 115(21), 10499–10504. doi: 10.
1073/pnas.1803854115.

Zhaoping, L (2008). Attention capture by eye of origin singletons even without awareness—a hallmark of a
bottom-up saliency map in the primary visual cortex. Journal of Vision, 8(5), article 1. doi: 10.1167/8.5.1.

Zhaoping, L (2012). Gaze capture by eye-of-origin singletons: Interdependence with awareness. Journal of
Vision, 12(2), article 17. doi: 10.1167/12.2.17.

Zhaoping, L (2014). Understanding vision: theory, models, and data. Oxford University Press.
Zhaoping, L (2016). From the optic tectum to the primary visual cortex: Migration through evolution of the

saliency map for exogenous attentional guidance. Current Opinion in Neurobiology, 40, 94–102. doi:
10.1016/j.conb.2016.06.017.

Zhaoping, L (2019). A new framework for understanding vision from the perspective of the primary visual
cortex. Current Opinion in Neurobiology, 58, 1–10. doi: 10.1016/j.conb.2019.06.001.

Zhaoping, L (2020). The flip tilt illusion: Visible in peripheral vision as predicted by the central–peripheral
dichotomy. i-Perception, 11(4), 2041669520938408. doi: 10.1177/2041669520938408.

68 Perception 51(1)

https://doi.org/10.1152/jn.2001.86.5.2543
https://doi.org/10.1152/jn.2001.86.5.2543
https://doi.org/10.1038/35058500
https://doi.org/10.1152/jn.1992.67.4.961
https://doi.org/10.1073/pnas.96.18.10530
https://doi.org/10.1016/s1364-6613(00)01817-9
https://doi.org/10.1016/s1364-6613(00)01817-9
https://doi.org/10.1016/j.celrep.2016.02.050
https://doi.org/10.1016/j.celrep.2016.02.050
https://doi.org/10.1167/jov.21.4.2
https://doi.org/10.3389/fnint.2012.00038
https://doi.org/10.1523/JNEUROSCI.22-18-08334.2002
https://doi.org/10.1523/JNEUROSCI.22-18-08334.2002
https://doi.org/10.1037//0096-1523.24.5.1354
https://doi.org/10.1016/j.actpsy.2010.02.006
https://doi.org/10.1016/0010-0285(80)90005-5
https://doi.org/10.1073/pnas.1701003114
https://doi.org/10.3758/s13423-020-01859-9
https://doi.org/10.1073/pnas.1803854115
https://doi.org/10.1073/pnas.1803854115
https://doi.org/10.1167/8.5.1.
https://doi.org/10.1167/12.2.17
https://doi.org/10.1016/j.conb.2016.06.017
https://doi.org/10.1016/j.conb.2019.06.001
https://doi.org/10.1177/2041669520938408


Zhaoping, L., & Guyader, N (2007). Interference with bottom-up feature detection by higher-level object
recognition. Current Biology, 17(1), 26–31. doi: 10.1016/j.cub.2006.10.050.

Zhaoping, L., &May, K (2007). Psychophysical tests of the hypothesis of a bottom-up saliency map in primary
visual cortex. PLoS Computational Biology, 3(4), e62. doi: 10.1371/journal.pcbi.0030062

Zhaoping, L., & Snowden, R (2006). A theory of a saliency map in primary visual cortex (V1) tested by psy-
chophysics of color-orientation interference in texture segmentation. Visual Cognition, 14(4–8), 911–933.
doi: 10.1080/13506280500196035

Zhaoping 69

https://doi.org/10.1016/j.cub.2006.10.050
https://doi.org/10.1371/journal.pcbi.0030062
https://doi.org/10.1080/13506280500196035

	 Introduction
	 Experimental Methods and Results
	 Methods
	 Results

	 Summary and Discussion
	 Acknowledgements
	 References


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile ()
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 5
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /PDFX1a:2003
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError false
  /PDFXTrimBoxToMediaBoxOffset [
    33.84000
    33.84000
    33.84000
    33.84000
  ]
  /PDFXSetBleedBoxToMediaBox false
  /PDFXBleedBoxToTrimBoxOffset [
    9.00000
    9.00000
    9.00000
    9.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV <>
    /HUN <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames false
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks true
      /AddColorBars false
      /AddCropMarks true
      /AddPageInfo true
      /AddRegMarks false
      /BleedOffset [
        9
        9
        9
        9
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks true
      /IncludeHyperlinks true
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 6
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


