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When conflicting images are presented to the corresponding regions of the two eyes, only one image may be consciously
perceived. In binocular rivalry (BR), two images alternate in phenomenal visibility; even a salient image is eventually suppressed
by an image of low saliency. Recently, N. Tsuchiya and C. Koch (2005) reported a technique called continuous flash
suppression (CFS), extending the suppression duration more than 10-fold. Here, we investigated the depth of this prolonged
form of interocular suppression as well as conventional BR and flash suppression (FS) using a probe detection task.
Compared to monocular viewing condition, CFS elevated detection thresholds more than 20-fold, whereas BR did so by
3-fold. In subsequent experiments, we dissected CFS into several components. By manipulating the number and timing of
flashes with respect to the probe, we found that the stronger suppression in CFS is not due to summation between BR and FS
but is caused by the summation of the suppression due to multiple flashes. Our results support the view that CFS is not a
stronger version of BR but is due to the accumulated suppressive effects of multiple flashes.
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Introduction

The search for neural concomitants of conscious visual
awareness has become a central theme in contemporary
cognitive neuroscience (Koch, 2004). Among the arsenal of
tools available for implementing this search is binocular
rivalry (BR), the alternation in visual awareness between
two dissimilar stimuli imaged on corresponding regions of
the two eyes (Blake & Logothetis, 2002). Rivalry entails a
beguiling dissociation between physical stimulation and
visual perception, and the occurrence of rivalry implies the
existence of fluctuating patterns of neural activity produc-
ing these alternations in perceptual dominance between one
stimulus and the other. Inspired by this implication, a
number of investigators have attempted to use rivalry to
identify stages in visual processing at which neural activity
is correlated with fluctuations in perceptual state (Haynes,
Deichmann, & Rees, 2005; Haynes & Rees, 2005; Leopold
& Logothetis, 1996; Logothetis & Schall, 1989; Lumer,
Friston, & Rees, 1998; Lumer & Rees, 1999; Polonsky,

Blake, Braun, & Heeger, 2000; Sheinberg & Logothetis,
1997; Tong & Engel, 2001; Tong, Nakayama, Vaughan, &
Kanwisher, 1998; Wunderlich, Schneider, & Kastner, 2005).
As a tool for exploring neural concomitants of awareness,

however, rivalry has some limitations (Kim & Blake, 2005).
For one thing, the periods of perceptual dominance
typically last only a few seconds, meaning that a given
stimulus remains suppressed for a relatively short period of
time (Levelt, 1965). It is true that suppression durations in
rivalry can be lengthened somewhat by varying the relative
strengths of the two competing monocular stimuli (Fox &
Rasche, 1969) or by explicitly directing attention to the
dominant stimulus (Chong & Blake, 2006; Helmholtz,
1924; Meng & Tong, 2004). Still, it is impossible to predict
when switches in dominance will occur because the indi-
vidual durations of dominance and suppression vary ran-
domly from period to period (Fox & Herrmann, 1967). For
this reason, it is challenging to extract deterministic, causal
events from ever-changing stochastic perceptual states.
Some of these limitations of BR can be overcome, how-

ever, using any one of several other interocular suppression
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techniques. One such technique, called flash suppression
(FS), has proven useful for reliably establishing the initial
perceptual dominance of one stimulus for a short period of
time (Wolfe, 1984). In FS, the to-be-suppressed stimulus is
first presented to one eye (the other eye is temporarily
unstimulated), followed shortly thereafter by the abrupt
presentation of a rival stimulus to the other eye. With this
sequence of events, the most recently presented stimulus
typically achieves immediate dominance, with the first
stimulus being suppressed from vision (FS differs from
dichoptic backward masking (Breitmeyer, 1984) in that,
with FS, the two rival stimuli remain on for an extended
duration and are not briefly flashed as they are with
conventional masking). This procedure effectively elimi-
nates uncertainty about the dominance of a given stimulus
for the first several seconds following onset of dichoptic
stimulation. On the downside, however, FS has no control
over the subsequent dynamics of rivalry, which remain
stochastic (Blake, Westendorf, & Fox, 1990). The random-
ness of rivalry can be minimized using a new technique
called continuous flash suppression (CFS), which combines
the potency of BR and FS (Tsuchiya & Koch, 2005). With
CFS, a series of different, contour-rich patterns is contin-
uously flashed to one eye at a steady rate of È10 Hz. With
this dynamic, complex stimulus presented to one eye, a
highly salient image (e.g., the picture of an angry face)
presented to the other eye may be reliably suppressed
throughout an entire viewing period, sometimes longer than
3 min. Other studies also exploited the combination of FS
and BR and/or use of dynamic stimuli to extend otherwise
brief dominance periods (Gilroy & Blake, 2005; Moradi,
Koch, & Shimojo, 2005; Pasley, Mayes, & Schultz, 2004).
The CFS technique, which virtually eliminates the uncer-
tainty about changes in perceptual state, has been used to
study the ability of a suppressed stimulus to generate high-
level visual aftereffects (Moradi et al., 2005) as well as
low-level visual afterimages (Gilroy & Blake, 2005;
Tsuchiya & Koch, 2005). As well, the technique has been
used to demonstrate that ordinarily salient, erotic pictures
can direct visual attention to a given location in the visual
field even when those pictures are erased from visual
awareness by CFS (Jiang, Fang, Huang, & He, 2005). In
addition, CFS has been used in brain imaging studies to
identify brain regions that respond to visual stimuli falling
outside of conscious awareness (Fang & He, 2005; Pasley
et al., 2004).
But how do these various techniques for inducing

interocular suppressionVBR, FS, and CFSVrelate to one
another? Tsuchiya and Koch (2005) reckoned that CFS is
not simply a stronger version of BR but rather represents
a continuous version of FS (hence the term CFS). Their
conclusion was based on two properties of CFS. First, the
total dominance duration of CFS is critically dependent on
the flash rate, reaching its peak at È3–10 Hz, resembling in
this respect the effectiveness of FS as a function of pre-
adaptation (Wilke, Logothetis, & Leopold, 2003; Wolfe,

1984). Second, the observed increase of the total dominance
time is accompanied by an increase of the mean dominance
period of the dominant stimulus and not by a decrease in
the mean dominance period of the suppressed figure. This
latter observation stands in contrast to the behavior of dom-
inance and suppression durations in BR (Fox & Rasche,
1969; Levelt, 1965). These two properties were explained
by a phenomenal model which asserted CFS as an accumu-
lation of FS (Tsuchiya & Koch, 2005).
Tsuchiya and Koch (2005) characterized the durations of

phenomenal suppression in CFS by instructing observers to
indicate, via key press, which one of two competing stimuli
was currently visible. Although this tracking procedure
adequately documents the dynamics of CFS, it does not
provide a quantitative index of the strength of CFS. For that
purpose, measures of sensitivity, such as detection thresh-
olds obtained by an objective forced-choice procedure, are
superior. Toward that end, we have investigated the in-
hibitory nature of CFS by characterizing the Bdepth of
suppression[ using a probe detection task, which has been
extensively employed in BR (Blake & Camisa, 1979; Fox
& Check, 1972; Nguyen, Freeman, & Alais, 2003; Nguyen,
Freeman, & Wenderoth, 2001; Norman, Norman, &
Bilotta, 2000; Ooi & Loop, 1994; Wales & Fox, 1970;
Watanabe, Paik, & Blake, 2004). With this technique, a
monocular probe target is briefly superimposed on a rival
stimulus while that stimulus is dominant and, on other tri-
als, while it is suppressed (probe presentations are triggered
contingent on the observer’s reported perceptual states of
rivalry); following each presentation, observers make a psy-
chophysical judgment, typically forced-choice, about some
aspect of the probe target. Results consistently show that
probe thresholds are elevated approximately 0.50 log10-units
during suppression phases compared to dominance; domi-
nance thresholds are equivalent to those measured during
nonrivalry, monocular viewing. The depth of suppression,
indexed by threshold elevation, remains constant even when
suppressing stimuli are made Bstronger[ (i.e., higher lumi-
nance or higher contrast) (Blake & Camisa, 1979; Hollins
& Bailey, 1981), and the depth of suppression remains con-
stant throughout an individual suppression phase (Fox &
Check, 1972; Norman et al., 2000). For FS, the depth of
suppression in chromatic channels is different from that for
BR (Ooi & Loop, 1994). Other than that, the depth of sup-
pression in FS has not been characterized with regard to the
depth of suppression in BR.
We here demonstrate that the depth of CFS is much deeper

than that of BR. Furthermore, we show that the depth of a
single episode of FS critically depends on the timing of the
flash relative to the onset of probe. Interestingly, the oc-
currence of peak suppression is not altered even when FS is
combined with BR. A final experiment reveals that multi-
ple flashes synergistically summate to yield suppression
equivalent to that measured using CFS. Based on these
results, we conclude that CFS is a Bcontinuous[ version
of FS.
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Experiment 1: Depth of CFS

Methods

Two of the authors (NT, LG) and two naive but ex-
perienced observers gave informed consent to participate in
the experiments. One of the naive observers participated
only in Experiments 1 and 3. All had normal or corrected to
normal eyesight, and all had normal stereo vision. All ex-
periments were performed with the approval of the Institu-
tional Review Board, Vanderbilt University.
The observer viewed grayscale, dichoptic images on a

video monitor through a mirror stereoscope in an otherwise
dark room. The viewing distance from the eyes to the display
was 92 cm. To stabilize fixation, we employed a head and
a chin rest. All displays and trial-related events were con-
trolled using Matlab 5.2.1 and the Psychophysics Toolbox
(Brainard, 1997) running under Mac OS 9.2.2. The monitor
(100 Hz refresh rate) was calibrated using a color-bit steal-
ing technique that provided an effective resolution of 10 bits
after linearization (Tyler, 1997).
To compare results obtained using CFS with those

measured using BR, we used rather small stimuli (1.6- �
1.6-) to facilitate exclusive dominance (Blake, O’Shea, &
Mueller, 1992). Forty different Mondrian patterns, consist-
ing of many random-sized squares of white (58 cd/m2),
gray (29 cd/m2), and black were created before each block.
A red fixation cross and a black/white checkered border
surrounding the square rival targets promoted stable
binocular fusion (Figure 1a).
The observer initiated each trial by pressing a button. In

CFS, a 10-Hz stream of Mondrian patterns was presented to
one eye, and a horizontal sinusoidal grating of 10% contrast
and 1.8 cpd was presented to the other eye (Figure 1a). After
insuring that no part of the grating was visible, the observer
pressed a button that increased the luminance contrast of
either the upper or the lower half of the grating (which
from here on we shall refer to as the background grating).
The first frame of this increment was synchronized with the
nearest Mondrian flash. The phase of the background
grating was 0- at the horizontal center to avoid an arti-
factual edge. The luminance contrast was smoothly varied
(Gaussian onset/offset with a standard deviation of 100 ms;
see Figure 1a) for an extent of 500 ms to avoid abrupt
onset/offset transients. Immediately following the offset of
this contrast increment probe, a brief sound alerted the ob-
server to press one of two computer keys to report which
half of the background gratingVupper vs. lowerVcontained
the contrast increment (2-AFC). CFS and the background
grating remained present until the observer responded;
error feedback was not provided. After two consecutive
correct responses, the magnitude of the contrast incre-
ment was reduced by 30% of the current increment, and
after each error it was increased by 30% (a two-down-
one-up staircase strategy converging to 71% correct per-
formance; Levitt, 1971). After four reversals, the contrast

adjustment was reduced to 15%. One block terminated
after 12 reversals, and the threshold was estimated by
taking the geometric mean of the contrast values of the last
10 reversals.
In BR, a single stationary Mondrian pattern was randomly

chosen from 40 patterns for presentation on each trial. After

Figure 1. Depth of suppression in CFS. (a) Physical stimuli to the
two eyes (upper two rows) and typical percept (lower row) for
CFS. The observer viewed a constant 10% contrast grating (the
‘‘background’’) in one eye (in this example, left eye; LE) and a 10-Hz
stream of black/white/grey Mondrians in the other eye (right eye;
RE). Upon button press, either the upper or the lower half of the
background grating increased its contrast gradually over 500 ms.
The observer judged which field contained the probe (2-AFC). In
BR, the stimulus to the other eye was a stationary Mondrian. In the
monocular-viewing (Mono) condition, a blank field was presented
to the unprobed eye and contrast increment started 500 ms after
the button press. (b) Contrast increment thresholds (mean + SEM )
for the three conditions for n = 4 observers.
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initiating a trial, the observer waited until the stationary
Mondrian dominated perception completely, at which time
the observer pressed a key that immediately triggered a
contrast increment of the upper or lower half of the back-
ground grating. In the monocular-viewing condition, a blank
field was presented to the eye that otherwise would have
viewed the Mondrian. In this case, a contrast increment was
induced 500 ms after the key press; until then the observer
saw the 10% contrast background grating. Everything else
was the same as during CFS.
During one block of the staircase, the same eye was used

for probe detection, and the suppression protocol (monocu-
lar viewing, BR, or CFS) was held constant. Observer NT
used one eye as the probe eye throughout; the other observ-
ers used both eyes in a balanced manner. Measurements
were repeated two to six times for each condition.

Results and discussion

Figure 1b compares the depth of suppression for the
three conditions. As expected, under nonrival, monocular
viewing without suppression, the contrast increment thresh-
old was very low (1.9 T 0.2%, mean T SEM). Measured
during BR, the contrast increment threshold measured in
the suppressed eye averaged 6.2 T 0.9%, a value approx-
imately 0.5 log-units higher than that measured under
nonrivalry conditions. This modest but significant increase
in threshold during suppression is consistent with previous
results showing elevated thresholds during suppression
phases of rivalry (Nguyen et al., 2001; Watanabe et al.,
2004). Measured during CFS, increment thresholds aver-
aged 44.7 T 10.3%, a 1.4 log-unit increase in threshold
relative to the nonrival, dominance condition. Obviously,
CFS produces considerably deeper suppression than does
BR, which dovetails with the potency of CFS to produce
considerably longer durations of exclusive dominance com-
pared to dominance durations produced by BR (Tsuchiya &
Koch, 2005). The enhancement of the depth of suppression
also argues against an idea that CFS is a stronger version
of BR because the depth of BR suppression is constant
regardless of the strength of suppressing figures (Blake &
Camisa, 1979; Hollins & Bailey, 1981). The results pre-
sented here were obtained with a particular set of probe
target values of spatial frequency and temporal onset/offset;
in other experiments, we have replicated this pattern of re-
sults using lower spatial frequencies and more abrupt probe
presentations (see Auxiliary Files).
Having demonstrated that CFS is not simply a version of

BR suppression, we next performed several experiments in
an attempt to dissect CFS into components using the probe
technique. Starting with Experiment 2, we measured the
depth of suppression produced by a single flash (like that
associated with FS) as a function of the timing between the
flash and the test probe used to index suppression depth,
and we also assessed that flash’s interaction with BR.

Experiment 2: Depth of single FS

In Experiment 2, we first decomposed CFS into a series of
discrete, individual flashes. Our aim was to learn whether FS
elevates the detection threshold more than does BR and, if
so, how the magnitude of that elevation in threshold depends
on the time between flash onset and probe onset. Previous
studies of FS (Wilke et al., 2003; Wolfe, 1984) showed a
tight relation between the effectiveness of perceptual sup-
pression and flash timing, but those studies did not assess
the relation between the depth of suppression and flash
timing. Second, we asked if suppression following a single
flash becomes stronger when BR suppression is already
present. In other words, do the effects of FS and BR sup-
pression combine to yield suppression in excess of that pro-
duced by FS or BR on their own?

Methods

Three observers from Experiment 1 participated in the ex-
periment. The equipment, stimuli (Mondrians and probes),
and the basic procedure used to estimate thresholds (2-AFC
and staircase) were identical to those used in Experiment 1.
For flash suppression (FS-only), the observer initiated

a trial by pressing a button, which triggered a baseline
dichoptic display for 500 ms, consisting of a fusion frame
with a blank interior presented to one eye and the 10% con-
trast, background grating within the fusion frame viewed
by the other eye. The blank field was replaced by a single
Mondrian pattern (not rapid, successive exposures) at time
TM, and this single pattern remained present until the trial
was terminated by the observer’s response. A 500-ms con-
trast increment probe was superimposed on either the top-
or the bottom-half of the background grating starting from
time TC. Across blocks, we varied the stimulus onset
asynchrony (SOA) between the onset of the probe and the
onset of the Mondrian (SOA = TC j TM). For negative
SOA values (SOA G 0: Mondrian flash preceded the probe),
the actual sequence of events on a trial was (1) button press
by the observer that triggered presentation of the back-
ground grating for 500 ms, (2) replacement of the blank
field by the Mondrian pattern at TM, then (3) presentation
of the contrast increment probe. For nonnegative SOA val-
ues (SOA Q 0), the order of events 2 and 3 was reversed;
that is, the probe preceded presentation of the Mondrian or
the two were coincident in time.
For the FS plus BR condition, the observer initially viewed

a stationaryMondrian with one eye and the background grat-
ing with the other, that is, dichoptic stimulation producing
the conventional BR. When the stationary Mondrian was
exclusively dominant in rivalry, the observer pressed a but-
ton which triggered the FS sequence. For SOA G 0, the
Mondrian pattern was replaced shortly before the contrast
probe. For SOA 9 0, the contrast probe occurred shortly
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before the Mondrian was replaced. For SOA = 0, the
contrast probe was coincident with replacement of the
Mondrian. For each condition, the observer judged whether
the probe appeared in the upper or the lower half of the
background grating. For each trial, Mondrian patterns were
chosen randomly from the 40 patterns created before each
block of trials.

Results and discussion

Using a paradigm similar to that used in Experiment 1, we
characterized the depth of single FS by measuring contrast
increment thresholds while manipulating the SOA between
the onset of a probe and a Mondrian flash. SOA ranged
from j1000 to +500 ms, where negative SOA values
imply that the Mondrian flash occurred before the probe.
Filled triangles in Figure 2 show the thresholds for the
single flash suppression (FS-only) condition (error bars are
SEM). Single FS elevated probe thresholds only within a
narrow time window, with the peak threshold elevation
occurring at SOA = 100 ms. Relative to the monocular
condition, thresholds measured using the single FS proce-
dure were elevated 0.8 log-units, a depth of suppression
index considerably smaller than that associated with CFS
(which yielded a 1.26 log-unit increase for these three
observers in Experiment 1) but considerably larger than
that associated with BR (0.46 log-unit elevation for these
three observers). The contrast of the probe was modulated
in a Gaussian manner with its peak at SOA = 250 ms. In
other words, a single flash suppressed the probe most
strongly when it was presented to the other eye 150 ms
before the contrast of the probe became maximal. For SOA
longer than 150 ms, the effect of single flash diminished
dramatically, and with SOA 9 300 ms, its effect was nil
(i.e., probe sensitivity was equivalent to that measured for
monocular-viewing condition). For SOA G j100 ms, the
effects were comparable to that of BR in Experiment 1
(thick broken line and empty circle).
Next consider probe thresholds measured when FS is

paired with BR (filled circles in Figure 2). Over much of the
range of SOA values, probe thresholds for FS + BR are no
more elevated than they are for the FS condition alone. The
notable exception is when SOA exceeds 100 ms, at which
point the combination of BR and FS produce threshold
elevation in excess of that produced by either procedure
alone. Even within this regime where the two interact, their
summed effect is less than that predicted based on linear
summation of the two inhibitor effects (predicted elevation
is 1.28 log-units; measured elevation is 0.82 log-units).
One interpretation is that FS may be a combination of

transient inhibition, which exerts its action within a narrow
time window, and BR suppression, which is sustained and
constant throughout a suppression phase (Fox & Check,
1972; Norman et al., 2000). In particular, Norman et al.
showed that the depth of suppression quickly reaches at

maximal strength just after the onset of suppression (20 ms
after the initiation of complete dominance) and remains
constant up to 1000 ms after the onset of suppression.
When SOA G j100 ms, the transient component may have
already dissipated such that the measured thresholds reflect
the sustained BR inhibition for both FS and BR conditions.
When SOA is near +100 ms, the transient inhibition ef-
fectively coincides with the peak of probe contrast to ele-
vate thresholds maximally. When SOA 9 100 ms, in the
FS-only condition, the transient inhibition does not elevate
the threshold because the initial rise of the probe contrast is
sufficient to signal its location. On the other hand, this
initial rise is effectively masked by the moderate, sustained
BR inhibition in the FS + BR condition, resulting in the
observed broad temporal tuning curve. This would explain
why the latencies to the peak of inhibition were comparable
in both the FS-only and FS + BR conditions, with both

Figure 2. Does a single FS summate with rivalry suppression?
Contrast increment thresholds as a function of SOA between the
onset of the probe and the Mondrian flash. For comparison, the
results in Experiment 1 are replotted here with empty symbols
(monocular, CFS, and BR suppression). Filled symbols show the
results in the single FS (FS-only, triangles) and the FS combined
with BR suppression (FS + BR, circles) conditions, respectively
(error bars are SEM ). The solid curves were the least-square-fit
Gaussian functions to the FS + BR (thick) and FS-only (thin) con-
ditions, respectively. The dashed lines are the asymptotic values
for the Gaussian, taken from the thresholds for the BR suppres-
sion (thick) and the monocular-viewing (thin) conditions, respec-
tively. For SOA G 0, a Mondrian flash precedes the probe. For
both the FS-only and FS + BR conditions, the peak suppression
occurred around an SOA of 100 ms, where the thresholds were
higher than BR but lower than CFS. The FS-only and the FS + BR
conditions did not show a clear difference when SOA G 100 ms,
but showed clear differences in tuning width when SOA 9 150 ms;
n = 3 observers.
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reflecting the latency for the transient FS-specific inhibi-
tion. Further, it would also explain why the amplitudes of
the peak were comparable, with both mainly reflecting the
effect of transient FS inhibition.
Inspection of Figure 2 reveals three notable character-

istics. First, when a Mondrian flash occurred well in ad-
vance of the probe event (SOA G j100 ms), contrast
increment thresholds were comparable to those measured
for the BR condition (5.5%) alone. At SOA = 500 ms, the
threshold was also similar to BR in the FS + BR condition.
Second, the thresholds in the FS-only condition seem to
agree well with those in the FS + BR condition for SOA G
100 ms. Third, for SOA 9 150 ms, the thresholds for the
FS-only condition dropped quickly to the thresholds in the
monocular-viewing condition.
Considering these characteristics, we used a least squares

method to fit two Gaussian curves to the data. For the FS +
BR condition, we fitted the thresholds with a Gaussian func-
tion with an asymptote value being the threshold of the BR
contrast increment threshold of Experiment 1:

y ¼ a� exp j
xj b

c

� �2
 !

þ 5:5;

where y is the threshold, x is SOA, a is the peak threshold,
b is the SOA at the peak, c is the width of the tuning, and
5.5% is the threshold in the BR condition. Using 13 points
(the means of 3 observers), we obtained the best fit, shown
as a thick line in Figure 2 (df = 10, a = 7.9%, b = 85.5 ms,
c = 201.0 ms, and R2 = .85). As the thresholds for the
rising part in the FS-only condition (SOA G 50 ms) was
well captured by such a Gaussian fit, we made no attempt
to fit the data here. Next, we fitted the thresholds in the
falling part of the FS-only condition (for SOA Q 50 ms)
with a second Gaussian with an asymptote value defined
by the monocular-viewing condition in Experiment 1,
fixing a to 7.9% and b to 85.5 ms and changing the
asymptote value to the monocular-viewing threshold
(1.8%). We obtained the best fit for c to be 74.9 ms with
R2 = .97 (df = 6). Thus, when FS was combined with BR,
the temporal tuning of suppression was broadened from
74.9 to 201.0 ms.
We draw three conclusions from this experiment. First,

although much weaker than CFS, single FS impaired the
probe detection more than did BR, but only within a narrow
time window, peaking at SOA = 85.5 ms. This time de-
pendency contrasts sharply with the constant depth of sup-
pression characteristic of BR (Fox & Check, 1972; Norman
et al., 2000), thereby providing further evidence that FS
and BR involve different mechanisms for inhibition. Sec-
ond, the maximal suppression for FS was not enhanced
when combined with BR suppression, suggesting that the
peak of the inhibition in both of the conditions mainly
reflects the peak of transient FS inhibition. Third, threshold
elevation in the FS-only condition dropped to the monocular-

viewing level with a tuning width of 74.9 ms, yet it syn-
ergistically interacted with BR suppression to broaden the
temporal tuning curve (201.0 ms), leading to more pro-
found suppression. These results suggest that the very ro-
bust depth of suppression accompanying CFS may arise
from the cooperative inhibition among multiple flashes, a
hypothesis we explore in our third experiment.

Experiment 3: How many flashes
constitute CFS?

In Experiment 2, a single flash never elevated the
thresholds by an amount approaching the depth of suppres-
sion measured using CFS. Further, we found that FS com-
bined with BR suppression did not change the depth of
suppression (although temporal tuning was altered). To ac-
count for the deep suppression in CFS (Experiment 1), we
hypothesize that a single flash cooperates with neighboring
flashes to enhance inhibition. In Experiment 3, we test this
hypothesis by varying the number of flashes and the SOA
between the onsets of the first flash and the probe. Although
it is evident that many flashes must eventually amplify sup-
pression cooperatively to produce CFS, it is difficult to
predict exactly what happens for intermediate number of
flashes.
When a target is inhibited by a first masker, a second

masker can inhibit the first masker to recover the visibility of
the target (disinhibition) (Breitmeyer, Rudd, & Dunn, 1981;
Dember & Purcell, 1967; Robinson, 1966). In other cases,
multiple maskers can enhance inhibition cooperatively
(Macknik & Livingstone, 1998; Macknik & Martinez-
Conde, 2004; Macknik, Martinez-Conde, & Haglund,
2000). Which effects are observed depends on the precise
spatiotemporal arrangement of the stimuli. With that in mind,
we investigated timing of a sequence of flashes comprising
a short burst of CFS.

Methods

The same four observers tested in Experiment 1 partici-
pated in this experiment. The equipment, stimuli, and basic
procedure were the same as those used for the FS-only
condition in Experiment 2. The number offlashes was varied
from one to five and, at the same time the SOA was varied
between the onsets of the probe and the first Mondrian flash;
across blocks, SOA values were varied from j200 to
200 ms according to a staircase procedure (Figure 3a).
The observer initiated a trial by a button press, which

triggered a 500-ms presentation of 10% contrast background
grating to one eye and a blank interior within the fusion
border presented to the other eye. With an appropriate SOA
(see Methods for Experiment 2), the probe and the first of
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multiple Mondrian patterns were presented. Until the ob-
server made a response, the last Mondrian pattern and the
baseline grating remained on the display to avoid transients
at the offset of the displays. Except for the last Mondrian
pattern, each Mondrian pattern was replaced with another
one every 100 ms (with no blank period between
successive Mondrians).

Results and discussion

How many flashes are necessary to attain the depth of
suppression associated with CFS? To answer this question,
we computed the thresholds at the SOA that gave the
strongest suppression for a specific number of flashes. The
thresholds were then log-transformed (for equal variance)

Figure 3. How many flashes are necessary to attain the depth of CFS? (a) Probe detection thresholds for multiple FS. Each flash is
followed 100 ms later by another flash. The timing of the first flash was varied from j200 to +200 ms (in a vertical axis) relative to the
onset of the probe (in the schematic figure here, vertical positions of the Mondrians indicate the timing of flashes). The contrast of the
500-ms probe was modulated in a Gaussian manner, with its peak at 250 ms. (b) Normalized thresholds as a function of the number of
flashes (error bars for SEM ). The highest thresholds among the five SOAs were log-transformed and divided by the thresholds for the
CFS condition (for 1–4 flashes, the chosen SOA was +100 ms, and for 5 flashes it was 0 ms). The thresholds in the 5-FS were com-
parable to the CFS condition. Single FS did not differ much from 2-, 3-, and 4-FS. (c) Thresholds (mean T SEM) as a function of all the
tested SOAs (in a horizontal axis). Symbols: filled circles, 1 flash; empty circles, 2 flashes; filled triangles, 3 flashes; empty triangles,
4 flashes; filled triangles, 5 flashes; an empty square, CFS; n = 4 observers.
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and divided by the log-transformed threshold in CFS
condition. Figure 3b shows the normalized thresholds as a
function of the number of flashes. Notably, the threshold
for the five-flash condition was comparable to the threshold
for CFS (paired t test, p 9 .9). However, the thresholds for
the conditions using two to four flashes were comparable
in magnitude to those measured using a single flash (see
also Figure 2), a depth of suppression considerably less
than that associated with CFS. One-way ANOVA resulted
in significant difference ( p = .0103) among one to five
flashes. After correcting for multiple comparisons with
Tukey’s honestly significant difference criterion, 5-FS was
found to be significantly different from one to three flashes
at p G .05.
Figure 3c plots all measured thresholds as a function of

SOA. For SOA G 200 ms, the thresholds for the 5-FS (filled
squares) were higher than those for the 4-FS (empty
triangles), which in turn were higher than those for the
rest of conditions. At SOA = 200 ms, thresholds for all
conditions dropped below the level of the BR condition in
Experiment 1. Thus, at least one flash must be presented no
later than 200 ms after the onset of the probe for effective
multiple FS to occur. The thresholds in the 5-FS condition
were much higher at SOA = 0 ms. Such strong SOA
dependency was not apparent in the conditions that in-
volved one to four flashes.
Detailed examination of Figure 3c reveals that the

threshold was 44.4 T 8.8% for the 5-FS at SOA = 0 ms
(1.37 log-unit elevation in threshold relative to monocular
testing), very close to the threshold for the CFS condition
(44.7%). Remarkably, the potency of a multiple flash
sequence is substantially reduced simply by removing the
first flash (four-flash, SOA = 100 ms) or the last flash (four-
flash, SOA = 0 ms) from this five-flash sequence. Removal
of one flash reduces threshold elevation from 1.37 log-units
to approximately 1 log-unit. Moreover, adding one flash to
the 4-FS at the Bwrong[ time also dampens the efficacy of a
five-flash sequence; the thresholds were 20.2 T 2.3% for
5 flashes at SOA = j100 ms and 30.7 T 6.5% for 5 flashes
starting at 100 ms. This kind of highly nonlinear interaction
can be observed in other data points as well. For example,
although the 3-FS starting at SOA = 200 ms did not elevate
thresholds at all on their own (4.1 T 0.9%), combined
with the 2-FS starting at SOA = 0 ms, whose threshold was
9.3 T 1.0%, they amounted to the strongest 5-FS.
The depth of suppression produced by CFS can be

achieved when at least five flashes are presented in suc-
cession. As for intermediate number of flashes, they neither
facilitated suppression nor disinhibited the suppressed
target (Breitmeyer et al., 1981; Dember & Purcell, 1967;
Robinson, 1966). It is possible that each additional flash
acts as a masker for the immediately following or preced-
ing flash, canceling its suppressive effect. Why, then, does
the inhibition become suddenly strong when there are five
flashes? One possibility is that disinhibition may be strong
only for the flash at the onset or the offset of a set of mul-
tiple flashes, that is, the first or last flash. When there are

five flashes, disinhibition from the first or last flash may not
be able to disinhibit the third flash, resulting in strong
threshold elevation (Macknik & Livingstone, 1998; Macknik
& Martinez-Conde, 2004; Macknik et al., 2000).

General discussion

We used a probe detection paradigm to compare the depth
of suppression associated with three, procedurally distinct,
techniques for producing interocular suppression. Although
all three can effectively abolish perceptual awareness of a
stimulus, our results clearly show that CSF, FS, and BR yield
different magnitudes of suppression, ranging from the mod-
est suppression depth associated with BR (0.5 log-units)
through the intermediate depth of suppression found with
FS (0.8 log-units) to the deep suppression produced by CFS
(1.4 log-units). Particularly paradoxical is the pronounced
difference in suppression strength between CFS and BR,
both procedures capable of producing the same phenom-
enological state: invisibility of a normally visible stimulus.
It is true, however, that invisibility durations produced by
CFS can last an order of magnitude longer than invisibil-
ity durations characteristic of BR suppression. We imagine
that the enduring effectiveness of CFS arises from its rela-
tive immunity to adaptation owing to the repeated presen-
tation of a new stimulus. With BR, in contrast, the dominant
stimulus remains constant and therefore more susceptible to
the weakening effect of adaptation. Indeed, neural adapta-
tion is a standard component in contemporary models of
rivalry (Laing & Chow, 2002; Lankheet, 2006; Wilson,
2003).
But why is the depth of suppression so much greater with

CFS compared to BR? One possibility is that distinct neu-
ronal mechanisms underlie CFS and BR, mechanisms in-
corporating different inhibitory circuits. This possibility is not
far-fetched, for we know that monoptic and dichoptic mask-
ing are mediated by different neuronal circuits (Macknik &
Martinez-Conde, 2004; Tse, Martinez-Conde, Schlegel, &
Macknik, 2005) capable of producing the same perceptual
outcome (Macknik & Martinez-Conde, 2004; Schiller, 1965).
Alternatively, CFS and BR may arise from the same neural
mechanisms, with the differences in stimulus conditions
inducing differences in the magnitude of inhibition arising
within those mechanisms. From other work, it is known
that neural discharges at the onset and at the offset of a
stimulus are particularly important for visibility of that
stimulus (Macknik & Livingstone, 1998) and moreover are
especially potent generators of inhibition signals by that
stimulus (Macknik et al., 2000). With CFS, the visual sys-
tem is receiving a steady, continuous stream of onset/offset
transients generated by one eye’s stimulus, stimulus con-
ditions absent from BR stimulation. In this respect, CFS
resembles the novel form of backward masking called
Bstanding wave of invisibility[ (Macknik & Livingstone,
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1998). Here, an observer repeatedly views a pair of briefly
presented stimuli in close temporal proximity; under these
conditions, one stimulus (the Btarget[) can be rendered in-
visible for extended durations by the other stimulus (the
Bmask[), just like what is observed using CFS.
Our results also establish a conceptual linkage between

CFS and FS, a third technique for producing interocular
suppression. Specifically, we believe that FS is a scaled-
down variant of CFS, comprising a single suppressive event
that, when repeated several times, graduates to CFS. Again,
the major difference between FS and CFS concerns the du-
rations of phenomenal invisibility of the stimulus viewed
by the other eye: a single FS episode produces suppression
durations comparable in duration to those measured during
BR, whereas CFS can suppress a stimulus for much longer
durations. It is almost certainly the sustained barrage of
transients contained in CFS that endows this technique with
its potency to sustain suppression for so long.
As for the comparison between FS and BR, previous

studies have shown that these two techniques have different
suppressive effects on color sensitivity (Ooi & Loop, 1994)
and that they are differentially susceptible to the modu-
latory effect of selective attention (Chong & Blake, 2006;
Meng & Tong, 2004; Mitchell, Stoner, & Reynolds, 2004;
Ooi & He, 1999; Sasaki & Gyoba, 2002). Our results show
that FS and BR generate different depths of suppression
and, of course, that FS is limited to a narrow window of
time centered around presentation of the dichoptic stimulus
presented to the other eye. All things considered, we con-
clude that FS involves a temporary bursts of inhibition as-
sociated with the onset of the FS stimulus; BR, on the other
hand, does not critically rely on stimulus-generated tran-
sients but instead presumably results from sustained inhi-
bition associated with perceptual conflict.
Using brain imaging techniques, several research groups

have explored neural responses to dominant and suppressed
stimuli during BR (Haynes et al., 2005; Haynes & Rees,
2005; Lee & Blake, 2002; Lumer et al., 1998; Lumer &
Rees, 1999; Polonsky et al., 2000; Tong & Engel, 2001;
Tong et al., 1998; Williams, Morris, McGlone, Abbott, &
Mattingley, 2004; Wunderlich et al., 2005), during FS (Lee,
Blake, & Heeger, 2005) and during CFS (Fang & He,
2005; Pasley et al., 2004) (and He and Jiang, 2006 VSS).
Procedural differences among these various experiments,
however, make it impossible to compare those results in a
meaningful way. The time is ripe, it would seem, for a sys-
tematic comparison of neural responses associated with BR,
CFS, and FS, using procedures more like those employed
in our psychophysical experiments. Such comparisons may
shed light on the nature and loci of neural events support-
ing these distinct forms of interocular suppression.
As a final note, what can be said about the relative merits

of these procedures as tools for studying visual perception?
If prolonged invisibility is the aim without concern for long
volleys of transient events, CFS represents the preferred
method. If, however, one is interested in perceptual

bistability and its underlying neural dynamics, BR should
be favored. If discrete trials involving brief presentations
are required, FS fills the bill.

Acknowledgments

The work of NT and CK was supported by the National
Institutes of Health, by the National Science Foundation, by
the Moore Foundation, and by the Tom Slick Research
Awards of theMind Science Foundation. RB is supported by
NIH grant EY13358.

Commercial relationships: none.
Corresponding author: Naotsugu Tsuchiya.
Email: naotsu@gmail.com.
Address: m/c 114-96, 1200 E. California Blvd. Pasadena,
CA, 91125.

References

Blake, R., & Camisa, J. (1979). On the inhibitory nature
of binocular rivalry suppression. Journal of Exper-
imental Psychology: Human Perception and Perfor-
mance, 5, 315–323. [PubMed]

Blake, R., & Logothetis, N. K. (2002). Visual competi-
tion. Nature Reviews: Neuroscience, 3, 13–21.
[PubMed]

Blake, R., O’Shea, R. P., & Mueller, T. J. (1992). Spatial
zones of binocular rivalry in central and peripheral
vision. Visual Neuroscience, 8, 469–478. [PubMed]

Blake, R., Westendorf, D., & Fox, R. (1990). Temporal
perturbations of binocular rivalry. Perception &
Psychophysics, 48, 593–602. [PubMed]

Brainard, D. H. (1997). The Psychophysics Toolbox.
Spatial Vision, 10, 433–436. [PubMed]

Breitmeyer, B. (1984). Visual masking: an integrative
approach. New York: Oxford Press.

Breitmeyer, B. G., Rudd, M., & Dunn, K. (1981).
Metacontrast investigations of sustained-transient
channel inhibitory interactions. Journal of Experi-
mental Psychology: Human Perception and Perfor-
mance, 7, 770–779. [PubMed]

Chong, S. C., & Blake, R. (2006). Exogenous attention
and endogenous attention influence initial dominance
in binocular rivalry. Vision Research, 46, 1794–1803.
[PubMed]

Dember, W. N., & Purcell, D. G. (1967). Recovery of
masked visual targets by inhibition of the masking
stimulus. Science, 157, 1335–1336. [PubMed]

Journal of Vision (2006) 6, 1068–1078 Tsuchiya, Koch, Gilroy, & Blake 1076

http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?db=pubmed&cmd=Retrieve&dopt=AbstractPlus&list_uids=528942&query_hl=3&itool=pubmed_docsum
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=11823801
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=1586647
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=2270191
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=9176952
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=6457091
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16368126
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=6039004


Fang, F., & He, S. (2005). Cortical responses to invisible
objects in the human dorsal and ventral pathways.
Nature Neuroscience, 8, 1380–1385. [PubMed]

Fox, R., & Check, R. (1972). Independence between
binocular rivalry suppression duration and magnitude
of suppression. Journal of Experimental Psychology,
93, 283–289. [PubMed]

Fox, R., & Herrmann, J. (1967). Stochastic properties of
binocular rivalry alternations. Perception & Psycho-
physics, 2, 432–436.

Fox, R., & Rasche, F. (1969). Binocular rivalry and
reciprocal inhibition. Perception & Psychophysics, 5,
215–217.

Gilroy, L. A., & Blake, R. (2005). The interaction
between binocular rivalry and negative afterimages.
Current Biology, 15, 1740–1744. [PubMed]

Haynes, J. D., Deichmann, R., & Rees, G. (2005). Eye-
specific effects of binocular rivalry in the human
lateral geniculate nucleus. Nature, 438, 496–499.
[PubMed] [Article]

Haynes, J. D., & Rees, G. (2005). Predicting the stream of
consciousness from activity in human visual cortex.
Current Biology, 15, 1301–1307. [PubMed]

He, S., & Jiang, Y. (2006). Cortical responses to invisible
facial information [Abstract]. Journal of Vision, 6(6),
662a, http://journalofvision.org/6/6/662/, doi:10.1167/
6.6.662.

Helmholtz, H. (1924). Helmholtz’s treatise on physiolog-
ical optics. (Electronic edition (2001): University of
Pennsylvania ed.). New York: Optical Society of
America. [Article]

Hollins, M., & Bailey, G. W. (1981). Rivalry target
luminance does not affect suppression depth. Percep-
tion & Psychophysics, 30, 201–203. [PubMed]

Jiang, Y., Fang, F., Huang, M., & He, S. (2005). Invisible
interesting pictures can attract spatial attention. Paper
presented at the Vision Science Society, Sarasota,
Florida.

Kim, C. Y., & Blake, R. (2005). Psychophysical magic:
Rendering the visible Finvisible._ Trends in Cognitive
Sciences, 9, 381–388. [PubMed]

Koch, C. (2004). The quest for consciousness: A neu-
robiological approach. Colorado: Roberts and
Publishers.

Laing, C. R., & Chow, C. C. (2002). A spiking neuron
model for binocular rivalry. Journal of Computa-
tional Neuroscience, 12, 39–53. [PubMed]

Lankheet, M. J. M. (2006). Unraveling adaptation and mu-
tual inhibition in perceptual rivalry. Journal of Vision,
6(4), 304–310, http://journalofvision.org/6/4/1/,
doi:10.1167/6.4.1. [PubMed] [Article]

Lee, S. H., & Blake, R. (2002). V1 activity is reduced during
binocular rivalry. Journal of Vision, 2(9), 618–626,
http://journalofvision.org/2/9/4/, doi:10.1167/2.9.4.
[PubMed] [Article]

Lee, S. H., Blake, R., & Heeger, D. J. (2005). Traveling
waves of activity in primary visual cortex during
binocular rivalry. Nature Neuroscience, 8, 22–23.
[PubMed] [Article]

Leopold, D. A., & Logothetis, N. K. (1996). Activity
changes in early visual cortex reflect monkeys’ percepts
during binocular rivalry. Nature, 379, 549–553.
[PubMed]

Levelt, W. J. M. (1965). On binocular rivalry. Soester-
berg, The Netherlands: Institute for perception
RVO-TNO.

Levitt, H. (1971). Transformed up-down methods in
psychoacoustics. The Journal of the Acoustical
Society of America, 49, Suppl 2:467+. [PubMed]

Logothetis, N. K., & Schall, J. D. (1989). Neuronal cor-
relates of subjective visual perception. Science, 245,
761–763. [PubMed]

Lumer, E. D., Friston, K. J., & Rees, G. (1998). Neural
correlates of perceptual rivalry in the human brain.
Science, 280, 1930–1934. [PubMed]

Lumer, E. D., & Rees, G. (1999). Covariation of activity
in visual and prefrontal cortex associated with
subjective visual perception. Proceedings of the
National Academy of Sciences of the United States
of America, 96, 1669–1673. [PubMed] [Article]

Macknik, S. L., & Livingstone, M. S. (1998). Neuronal
correlates of visibility and invisibility in the primate
visual system. Nature Neuroscience, 1, 144–149.
[PubMed] [Article]

Macknik, S. L., & Martinez-Conde, S. (2004). Dichoptic
visual masking reveals that early binocular neurons
exhibit weak interocular suppression: Implications for
binocular vision and visual awareness. Journal of
Cognitive Neuroscience, 16, 1049–1059. [PubMed]

Macknik, S. L., Martinez-Conde, S., & Haglund, M. M.
(2000). The role of spatiotemporal edges in visibility
and visual masking. Proceedings of the National
Academy of Sciences of the United States of America,
97, 7556–7560. [PubMed] [Article]

Meng, M., & Tong, F. (2004). Can attention selectively
bias bistable perception? Differences between binoc-
ular rivalry and ambiguous figures. Journal of Vision,
4(7), 539–551, http://journalofvision.org/4/7/2/,
doi:10.1167/4.7.2. [PubMed] [Article]

Mitchell, J. F., Stoner, G. R., & Reynolds, J. H. (2004).
Object-based attention determines dominance in
binocular rivalry. Nature, 429, 410–413. [PubMed]

Journal of Vision (2006) 6, 1068–1078 Tsuchiya, Koch, Gilroy, & Blake 1077

http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16136038
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=5025733
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16213820
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16244649
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=16244649
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16051174
http://journalofvision.org/6/6/662/
http://www.psych.upenn.edu/backuslab/helmholtz/
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=7301522
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16006172
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=11932559
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?db=pubmed&cmd=Retrieve&dopt=AbstractPlus&list_uids=16889470&query_hl=17&itool=pubmed_docsum
http://journalofvision.org/6/4/1/
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?db=pubmed&cmd=Retrieve&dopt=AbstractPlus&list_uids=12678633&query_hl=82&itool=pubmed_docsum
http://journalofvision.org/2/9/4/
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15580269
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=15580269
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=8596635
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=5541744
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=2772635
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=9632390
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=9990082
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=9990082
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=10195130
http://www.nature.com/neuro/journal/v1/n2/full/nn0698_144.html
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15298791
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=10852945
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=10852945
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15330700
http://journalofvision.org/4/7/2/
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15164062


Moradi, F., Koch, C., & Shimojo, S. (2005). Face
adaptation depends on seeing the face. Neuron, 45,
169–175. [PubMed] [Article]

Nguyen, V. A., Freeman, A. W., & Alais, D. (2003).
Increasing depth of binocular rivalry suppression
along two visual pathways. Vision Research, 43,
2003–2008. [PubMed]

Nguyen, V. A., Freeman, A. W., & Wenderoth, P. (2001).
The depth and selectivity of suppression in binocular
rivalry. Perception & Psychophysics, 63, 348–360.
[PubMed] [Article]

Norman, H. F., Norman, J. F., & Bilotta, J. (2000). The
temporal course of suppression during binocular
rivalry. Perception, 29, 831–841. [PubMed]

Ooi, T. L., & He, Z. J. (1999). Binocular rivalry and visual
awareness: The role of attention. Perception, 28,
551–574. [PubMed]

Ooi, T. L., & Loop, M. S. (1994). Visual suppression and
its effect upon color and luminance sensitivity. Vision
Research, 34, 2997–3003. [PubMed]

Pasley, B. N., Mayes, L. C., & Schultz, R. T. (2004).
Subcortical discrimination of unperceived objects during
binocular rivalry. Neuron, 42, 163–172. [PubMed]
[Article]

Polonsky, A., Blake, R., Braun, J., & Heeger, D. J. (2000).
Neuronal activity in human primary visual cortex cor-
relates with perception during binocular rivalry. Nature
Neuroscience, 3, 1153–1159. [PubMed] [Article]

Robinson, D. N. (1966). Disinhibition of visually masked
stimuli. Science, 154, 157–158. [PubMed]

Sasaki, H., & Gyoba, J. (2002). Selective attention to
stimulus features modulates interocular suppression.
Perception, 31, 409–419. [PubMed]

Schiller, P. H. (1965). Monoptic and dichoptic visual
masking by patterns and flashes. Journal of Exper-
imental Psychology, 69, 193–199. [PubMed]

Sheinberg, D. L., & Logothetis, N. K. (1997). The role of
temporal cortical areas in perceptual organization.
Proceedings of the National Academy of Sciences of
the United States of America, 94, 3408–3413.
[PubMed] [Article]

Tong, F., & Engel, S. A. (2001). Interocular rivalry
revealed in the human cortical blind-spot representa-
tion. Nature, 411, 195–199. [PubMed]

Tong, F., Nakayama, K., Vaughan, J. T., & Kanwisher, N.
(1998). Binocular rivalry and visual awareness in
human extrastriate cortex. Neuron, 21, 753–759.
[PubMed] [Article]

Tse, P. U., Martinez-Conde, S., Schlegel, A. A., &
Macknik, S. L. (2005). Visibility, visual awareness,
and visual masking of simple unattended targets are
confined to areas in the occipital cortex beyond
human V1/V2. Proceedings of the National Academy
of Sciences of the United States of America, 102,
17178–17183. [PubMed] [Article]

Tsuchiya, N., & Koch, C. (2005). Continuous flash
suppression reduces negative afterimages. Nature
Neuroscience, 8, 1096–1101. [PubMed]

Tyler, C. W. (1997). Colour bit-stealing to enhance the
luminance resolution of digital displays on a single
pixel basis. Spatial Vision, 10, 369–377. [PubMed]

Wales, R., & Fox, R. (1970). Increment detection thresh-
olds during binocular rivalry suppression. Perception
& Psychophysics, 8, 827–835.

Watanabe, K., Paik, Y., & Blake, R. (2004). Preserved
gain control for luminance contrast during binocular
rivalry suppression. Vision Research, 44, 3065–3071.
[PubMed]

Wilke, M., Logothetis, N. K., & Leopold, D. A. (2003).
Generalized flash suppression of salient visual targets.
Neuron, 39, 1043–1052. [PubMed] [Article]

Williams, M. A., Morris, A. P., McGlone, F., Abbott,
D. F., & Mattingley, J. B. (2004). Amygdala responses
to fearful and happy facial expressions under conditions
of binocular suppression. Journal of Neuroscience, 24,
2898–2904. [PubMed] [Article]

Wilson, H. R. (2003). Computational evidence for a
rivalry hierarchy in vision. Proceedings of the
National Academy of Sciences of the United States
of America, 100, 14499–14503. [PubMed] [Article]

Wolfe, J. M. (1984). Reversing ocular dominance and
suppression in a single flash. Vision Research, 24,
471– 478. [PubMed]

Wunderlich, K., Schneider, K. A., & Kastner, S. (2005).
Neural correlates of binocular rivalry in the human
lateral geniculate nucleus. Nature Neuroscience, 8,
1595–1602. [PubMed] [Article]

Journal of Vision (2006) 6, 1068–1078 Tsuchiya, Koch, Gilroy, & Blake 1078

http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15629711
http://www.sciencedirect.com/science?_ob=ArticleURL&_udi=B6WSS-4F60R7J-M&_coverDate=01%2F06%2F2005&_alid=439459106&_rdoc=1&_fmt=&_orig=search&_qd=1&_cdi=7054&_sort=d&view=c&_acct=C000050221&_version=1&_urlVersion=0&_userid=10&md5=ea084ae3537bcfa64e0ca8b4b60d89c2
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=12842153
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=11281109
http://www.ingentaconnect.com/content/psocpubs/prp/2001/00000063/00000002/art00015?token=004410224e26634a492f2530332976335a666f3a7b2f534034765e47664c76702aa7
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=11064804
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=10664754
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=7975334
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15066273
http://www.sciencedirect.com/science?_ob=ArticleURL&_udi=B6WSS-4C3SV3N-J&_coverDate=04%2F08%2F2004&_alid=439459785&_rdoc=1&_fmt=&_orig=search&_qd=1&_cdi=7054&_sort=d&view=c&_acct=C000050221&_version=1&_urlVersion=0&_userid=10&md5=6d435efaabc051854d6fb88d96a05044
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=11036274
http://www.nature.com/neuro/journal/v3/n11/full/nn1100_1153.html
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=5922862
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=12018787
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=14279777
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=9096407
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=9096407
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=11346796
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=9808462
http://www.sciencedirect.com/science?_ob=ArticleURL&_udi=B6WSS-418PT9K-N&_coverDate=10%2F31%2F1998&_alid=439460108&_rdoc=1&_fmt=&_orig=search&_qd=1&_cdi=7054&_sort=d&view=c&_acct=C000050221&_version=1&_urlVersion=0&_userid=10&md5=41b7d407eb96d9ae426e677cbcc089f7
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16282374
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=16282374
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15995700
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=9176946
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15474579
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=12971902
http://www.sciencedirect.com/science?_ob=ArticleURL&_udi=B6WSS-49HMDG3-J&_coverDate=09%2F11%2F2003&_alid=439460362&_rdoc=1&_fmt=&_orig=search&_qd=1&_cdi=7054&_sort=d&view=c&_acct=C000050221&_version=1&_urlVersion=0&_userid=10&md5=7fb298986b4c493f20262bbff949d27a
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=15044528
http://www.jneurosci.org/cgi/content/full/24/12/2898
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=14612564
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=14612564
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=6740966
http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?cmd=Retrieve&db=PubMed&dopt=Citation&list_uids=16234812
http://www.pubmedcentral.gov/articlerender.fcgi?tool=pubmed&pubmedid=16234812

