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Summary

Training can significantly improve performance on
even the most basic visual tasks, such as detecting a
faint patch of light or determining the orientation of a
bar (for reviews, see [1, 2]). The neural mechanisms
of visual learning, however, remain controversial. One
simple way to improve behavior is to increase the
overall neural response to the trained stimulus by in-
creasing the number or gain of responsive neurons.
Learning of this type has been observed in other sen-
sory modalities, where training increases the number
of receptive fields that cover the trained stimulus [3,
4]. Here, we show that visual learning can selectively
increase the overall response to trained stimuli in pri-
mary visual cortex (V1). We used functional magnetic
resonance imaging (fMRI) to measure neural signals
before and after one month of practice at detecting
very low-contrast oriented patterns. Training in-
creased V1 response for practiced orientations rela-
tive to control orientations by an average of 39%, and
the magnitude of the change in V1 correlated moder-
ately well with the magnitude of changes in detection
performance. The elevation of V1 activity by training
likely results from an increase in the number of neu-
rons responding to the trained stimulus or an increase
in response gain.

Results and Discussion

Comparisons of single-unit data to animal and human
performance suggest that detection of simple contrast
patterns may depend relatively directly on the number
and gain of responsive neurons in V1, with larger re-
sponses producing better detection performance [5, 6].
Recent results from fMRI have also linked contrast de-
tection performance to the amplitude of V1 response
[7, 8]. Accordingly, we hypothesized that training that
improved detection performance would increase V1 re-
sponse to the target.

We trained subjects to detect a low-contrast sinusoi-
dal pattern and measured neural activity in V1 prior to
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and after training with fMRI. Subjects practiced for more
than 14,000 trials during more than 20 daily training
sessions on a pattern that was oriented 45° clockwise
from vertical and centered at 3.9° eccentricity. Behav-
ioral thresholds and V1 response were measured for
both the practiced and unpracticed control patterns,
which included horizontal (principal) patterns at the
trained location as well as principal and 45 degree
(oblique) patterns at two other locations in the visual
field (Figure 1). Measurements of neural response were
taken from the portion of V1 that represented the part
of the visual field covered by each stimulus. Average
fMRI responses to principal and oblique patterns were
calculated at all three locations.

Although subjects practiced detection of low-contrast
patterns, during scanning they performed discrimination
of high-contrast patterns. We chose this approach for
two reasons. First, high-contrast patterns produce large
stimulus-driven fMRI responses, which maximized our
ability to measure potential differences in response as
a function of stimulus orientation and training. Second,
the use of discrimination allowed both the performance
of subjects and the stimuli they viewed to be held con-
stant in the pre- and post-training scanning sessions.
Changing either the stimuli or subjects’ performance
between sessions would have introduced a confound
in the design. Critically, the use of discrimination during
scanning does not limit the interpretability of our results
(see below).

Before training, subjects were reliably better able to
detect the principal (horizontal) pattern than the oblique
(45°) pattern at the two more-central stimulus locations
(Figures 2 and 3). Similarly, V1 was reliably less respon-
sive to the oblique pattern than to the principal pattern.
Increased behavioral and neural sensitivity to principally
oriented patterns relative to obliquely oriented ones has
been termed the oblique effect and has been reported
in many previous studies (e.g., [9-13]).

Training improved subjects’ ability to detect the prac-
ticed pattern, with detection thresholds (contrast
needed for 82% correct performance) improving by 17%
on average (Figures 2 and 3). Learning was largely spe-
cific to the practiced stimulus. At the trained location,
changes in thresholds were reliably smaller for the un-
trained orientation than for the trained one. Learning
reduced the difference in response to the two orienta-
tions by roughly the same amount at the central and
middle locations, but smaller effects of learning were
seen at the peripheral location.

Training increased the response of V1 to the practiced
pattern (Figures 2 and 3). Before learning, average signal
amplitudes for the oblique pattern were 39% less than
for the principal pattern; after learning, responses to the
two patterns were close to equal. Because fMRI signal
strength and signal-to-noise ratio can vary across corti-
cal locations and scanning sessions, we quantified our
results by comparing responses to the two orientations
gathered under the same conditions. An oblique index
was calculated for responses at each stimulus location
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Figure 1. Methods

(A) Stimuli were sinusoidal grating patches oriented obliquely, at
45°, or horizontally (a principal orientation).

(B) Stimuli were presented at one of three locations in the visual
field and were scaled in both size and spatial frequency to account
for cortical magnification (see Experimental Procedures).

(C) A flattened representation of one subject’s visual cortex, with
responses to the localizer scan superimposed. Colors have been
assigned to indicate the regions in cortex that are responsive to
each stimulus location in correspondence with the colors used in
(B). Colors were determined with the phase of response in a localizer
scan (see Methods). The scale bar represents 1 cm.

in each scanning session by subtracting the fMRI re-
sponse amplitudes for the two orientations and then
dividing by the sum of these amplitudes. Positive indices
reflect greater response to the horizontal than to the
oblique stimulus, negative indices reflect the opposite,
and indices near zero reflect equal responses. The
oblique index measures relative responsiveness inde-
pendently of changes across scanning sessions. Be-
cause different populations of neurons are likely re-
sponding to the two different orientations, this index
does not relate directly to the orientation bandwidth of
individual neurons.

Cortical changes were relatively specific to the trained
orientation and produced a reliable decrease in the
oblique index at the trained location (from 0.28 to —0.06,
Figure 3). Cortical changes were also specific to the
trained location. There was a nonsignificant trend for
the effects of learning to be smaller at the middle loca-
tion than at the trained, central location, and reliably
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Figure 2. Behavioral and Cortical Effects of Learning

(A) Average learning curve shows decreasing behavioral thresholds
for the trained oblique stimulus across days for six subjects. Thresh-
olds have been normalized by division of the threshold for the princi-
pal stimulus prior to learning. Because detection is better for the
principal stimulus (raw principal thresholds are smaller than raw
oblique thresholds), the normalized thresholds are greater than one.
The vertical bar shows an average standard error of the mean.

(B) Average fMRI responses to the 45° (green) and horizontal (red)
stimulus before and after learning for five subjects. Data were aver-
aged from pixels in V1 that responded to the trained location during
the localizer scan. Bars indicate average standard error of the mean.
Units are percent change from a baseline defined as the mean of
the time course. Prior to learning, the 45° stimulus generated a
weaker response in V1 than the horizontal stimulus. Learning abol-
ished this difference.

smaller effects of learning were seen at the peripheral
location.

The observed increases in V1 response correlated
with the magnitude of the neural and perceptual learning
effects (Figure 4). To facilitate comparison, we calcu-
lated a behavioral oblique index by subtracting detec-
tion thresholds for the two orientations and then dividing
by the sum of these thresholds. Because smaller thresh-
olds are associated with better performance, we sub-
tracted the principal from the oblique thresholds to yield
an index where greater values reflected better perfor-
mance on the principal pattern. Figure 4 plots changes
in the behavioral oblique index against changes in the
fMRI oblique index (computed as above) across learn-
ing. The reliable correlation shows that larger increases
in V1 response were indeed associated with larger in-
creases in performance (which are measured as de-
creases in threshold). Some contribution to the behav-
ioral oblique effect does likely arise beyond V1, however;
on average, learning equalized responses to the two
stimuli at the trained location, whereas behavioral
thresholds remained slightly different. Note further that
the changes in the fMRI oblique index were larger in
absolute terms than the changes in the behavioral index.
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Figure 3. Quantified Effects of Learning

(A) Average behavioral thresholds for the oblique degree stimulus
(green) and the principal stimulus (red) before and after learning for
six subjects. Thresholds have been normalized relative to those for
the horizontal stimulus prior to learning. Error bars represent = one
standard error (between subjects). Training reduced thresholds by a
larger amount for the trained (oblique) stimulus than for the untrained
(principal) stimulus (18% versus 9.7%; t(5) = 2.6; p < .025; one-
tailed probabilities reported for all tests) at the trained location. The
spatial specificity of learning was measured with oblique indices
calculated for each stimulus location (see text for details). For behav-
ior, larger indices signify better performance on the principal stimu-
lus than on the oblique stimulus; for fMRI response, larger indices
signify higher amplitude responses to the principal stimulus than to
the oblique stimulus. Changes in the behavioral oblique indices were
smaller for the peripheral location than the for the trained locations
[t(2) = 7.4; p < .01], but differences between the trained and middle
locations did not reach significance.

(B) Average oblique indices calculated from the amplitudes of the
fMRI responses in V1 of five subjects. At the central location, prior
to learning, response amplitudes were larger to principal than to
oblique stimuli, as indicated by a positive oblique index [t(4) = 2.9;
p < .025]. After learning, the amplitude of the oblique index was
reduced [t(4) = 2.4; p < .05], and responses to the two stimuli were
close to equal, as indicated by an index near zero. Some effects of
learning were seen at the middle location [t(4) = 1.8; p < .1], and
less learning was seen at the peripheral location than at the central
one [t(4) = 2.8; p < .025].

(C) Average oblique indices calculated from V2/V3. No consistent
effects of learning were seen.

Given their different underlying scales, there is no reason
to expect changes in fMRI response to map onto
changes in threshold with a slope of unity.

In areas V2 and V3, learning produced little observable
effect (Figure 3). Responses between the vertical and
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Figure 4. Correlation between Behavior and V1 Response

A reliable correlation [t(10) = 2.2; p < .025] was observed between
changes in V1 oblique indices and changes in behavioral oblique
indices across learning. Each point represents one stimulus location
from one observer. Useful fMRI data were obtained from only five
observers, and behavior was measured at the third eccentricity for
only two of these observers, yielding a total of 12 points. Color
indicates the visual-field location at which each data point was
obtained, with red, green, and blue standing for the central, middle,
and peripheral stimulus locations, respectively.

oblique stimuli were close to equal prior to learning and
did not change reliably. These results suggest that the
changes seen in V1 were not due to some global factor,
such as arousal, that would increase signal throughout
responding regions of visual cortex.

The amplitude of a secondary peak visible in the fMRI
time course from the central location (Figure 2) de-
creased after training. The timing of this later peak
matched the stimulus timing at the middle location and
likely reflects neural response to that stimulus. This sec-
ondary response could be caused by receptive fields
that span both stimuli, spatial blurring of the hemody-
namic response, noise in the localizer scan, or eye move-
ments during scanning. For example, subjects may have
occasionally fixated the middle location, thus moving
it to the central location. The reduction in secondary
response with learning was not specific to the practiced
orientation and so could be due to changes in any of
these factors. Importantly, our measure of learning in the
primary peak controlled for possible changes in factors
such as these because the oblique index compared
responses to the two orientations measured under the
exact same conditions.

Contrast detection is likely to depend relatively di-
rectly upon the number and responsiveness of neurons
that respond to a pattern [5-8], and so we expected
training to increase the total response of V1 to the
trained stimulus. The data reported here clearly indicate
that practicing a detection task can boost this response.

Two types of neural change can explain our data. One
possibility is that learning could have increased firing
rates in the same neurons that responded to the trained
stimulus prior to learning, by changing either the gain
or the asymptotic firing rates of responding neurons.
Alternatively, training could have shifted receptive fields
to increase the number of neurons that respond to the
practiced stimulus. Such changes occur in somatosen-
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sory cortex, for example, where the number of neurons
preferring input from a trained finger increases with
practice [4]. In our task, neurons’ preferred orientations
may have shifted toward the trained stimulus. The ob-
served changes in V1 could be produced locally or could
result from feedback from higher cortical areas.

Studies of V1 with single unit recording report different
neural effects of learning than those observed here [14-
16]. None of the studies reported increases in either the
number or contrast gain of neurons that respond to
the stimulus. Two studies nevertheless showed neural
changes that can potentially account for the observed
perceptual learning. In one, animals were trained to dis-
criminate between two orientations, a task that may rely
upon neurons that respond moderately to one of the
orientations and less to the other orientation. Learning
sharpened the orientation-tuning curves of such neu-
rons by increasing the moderate responses to the more-
preferred orientations, decreasing the responses to the
less-preferred orientations, and thus amplifying a signal
that could be used for discrimination [14] (but see [16]).
Similar sharpening of tuning was seen in a position dis-
crimination task [15].

The probable reason for difference between single-
unit results and our results is the difference in the trained
task. Our study likely boosted the total response to the
trained stimulus because this response is used relatively
directly in detection. Similarly, the single-unit studies
found neural signals to undergo changes that are likely
responsible for performance in the discrimination tasks
the animals were performing. It remains possible, how-
ever, that the differences in methodologies (fMRI versus
single units) could account for the differences in results.

Two prior imaging studies of perceptual learning in
V1 also used discrimination tasks, and they yielded con-
flicting results. A PET study [17] found decreases in
activity in early visual cortex after training, whereas an
fMRI study [18] showed increases in V1 response. The
tasks used in the two studies differed considerably,
however, and the type of discrimination that is practiced
could influence the amount and nature of plasticity seen
in V1. Subtle differences in training or task may likewise
explain differences in single-unit results [5, 7].

Our data do not show either an oblique effect or an
effect of learning in areas V2 and V3. The former is
in agreement with macaque V2 single-unit recordings,
which failed to find reliably larger numbers of neurons
tuned to principal orientations than to oblique ones [19].
Recent results from recordings in cats suggest that the
oblique effect may be found only in simple cells [13],
which are relatively scarce in primate V2 [19]. If V2 fails to
show a neural effect, how then can a behavioral oblique
effect for detection be observed? One possibility is that
V2 neurons integrate and normalize V1 signals so that
principal orientations produce more reliable, less noisy
spike trains than do oblique orientations but that the
average firing rates produced by the two types of stimuli
do not differ. Another possibility is that only a relatively
small subset of V2 neurons carries signals relevant for
detection. Both accounts can explain why we did not
observe an effect of learning in V2; neither changes in
spike train reliability nor changes in a small population
of neurons will be visible in the fMRI response.

Only two prior psychophysical studies have trained
subjects in detecting gratings on a uniform field [20,
21]. These studies found slightly greater reductions in
threshold —roughly 40% and 25%, respectively—than
reported here, which may in part be due to learning
during the extensive pretesting in our study (four 45 min
sessions over 2 days). There remains some uncertainty
over the specificity of learning with respect to orienta-
tion. Our data indicate that learning transfers relatively
little from a trained oblique orientation to an untrained
principal one. These results agree with one prior finding
[20], but both prior reports show some transfer between
a trained oblique orientation and an untrained orthogo-
nal oblique orientation [20, 21]. Because we tested only
one oblique orientation, we cannot determine the extent
to which the learning observed here can be generalized
to other oblique orientations.

Subjects in our study all trained on the same oblique
orientation. Because the principal orientations, hori-
zontal and vertical, are already overrepresented in V1
[13-16], it is possible that training them would produce
different behavioral and neural results. Many of our sub-
jects did show some transfer of learning to the principal
orientation, however (Figure 3). The correlation we mea-
sured between changes in the neural and behavioral
oblique indices suggests that learning at both orienta-
tions may be reflected in V1 response.

Although subjects practiced detection of low-contrast
patterns, they performed discrimination of high-contrast
patterns while fMRI measurements were made. Criti-
cally, the change in stimulus and task between training
and scanning does not invalidate the interpretation of
our results. This is because the relative responsiveness
of neurons to different orientations (orientation tuning)
has been shown to remain constant as contrast changes
[22, 23]. Hence, if training caused a larger relative neural
response to oblique patterns at threshold contrast lev-
els, then the oblique patterns will produce a larger rela-
tive neural response at high-contrast levels. Addition-
ally, changing tasks is not likely to change orientation
tuning for the simple grating stimuli used here. Thus,
the simplest interpretation of our results is that detection
training strengthened neural response to the low-con-
trast oblique pattern, which in turn produced an increase
in response while subjects were discriminating high-
contrast oblique patterns.

Visual attention can have large effects on the fMRI
response in primary visual cortex (e.g., [24-26]), but
differences in attention are not likely to explain our re-
sults. An attentional explanation of our results would
have to propose that subjects paid greater attention to
the oblique stimuli than to the principal stimuli after
training. Two patterns in our data make such a scenario
unlikely. First, performance on the discrimination task
during scanning did not reliably differ between sessions
or conditions. Because behavior was neither at ceiling
nor chance levels, differences in attention would be ex-
pected to produce differences in task performance; per-
formance on the oblique stimulus should have been
relatively superior after training. The nonsignificant
trends in our data were in the opposite direction; in
the pretraining scanning sessions subjects responded
correctly on 75% of the principal discrimination trials
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and 84% of the oblique discrimination trials at the central
location. After training, subjects responded correctly on
80% of the principal trials and 79% of the oblique trials
at the central location. Second, we saw no effect of
training in V2. If our learning effects in V1 were due to
changes in attention, then we should have observed
substantial effects in extrastriate cortex, where atten-
tional effects are generally larger (e.g., [27]).

Conclusions

Our findings, together with prior results, suggest that
early visual cortex can reorganize in a variety of ways.
Practicing orientation discrimination, for example, may
lead to neural changes —a sharpening of orientation tun-
ing—that strengthen the most useful signals for the task.
Practicing detection can lead to changes—an increase
number or gain of responsive neurons—that strengthen
the weak signals used to detect faint patterns. Cortex
may be capable of enhancing precisely the neural sig-
nals that produce greatest improvement in task perfor-
mance.

Experimental Procedures

Subjects

Six subjects participated in the experiment. fMRI data from one
subject contained uncorrectable large artifacts due to head motion
and so were excluded from analysis.

Stimuli

Subjects viewed contrast patterns centered at three locations in
the visual field: 3.9° 8.9° and 20.1° eccentricity. Size and spatial
frequency were scaled for cortical magnification, with patterns sub-
tending 2.8°, 6.4°, and 14.6° of visual angle and all containing a
spatial frequency of six cycles per stimulus. Only one pattern at a
time was displayed. During fMRI scans, stimuli were displayed on
a rear projection screen by an LCD projector. For psychophysics,
subjects viewed displays on a calibrated monitor driven by a graph-
ics card with 10 bits per gun.

Tasks

Subjects performed two-interval forced-choice detection and dis-
crimination tasks while fixating a central point binocularly. Trials
were 3 s long and consisted of two approximately 300 ms intervals
separated by 1300 ms and an 1100 ms response period. In the
detection task, subjects indicated which of the two intervals con-
tained a stimulus, and the contrast of the stimulus varied under the
control of a staircase procedure.

In the discrimination task, both intervals contained high contrast
(95%) stimuli, and subjects indicated which of the two patterns was
tilted more clockwise. One of the stimuli to be discriminated was
oriented at the reference orientation (either 45° [oblique] or 0° [princi-
pal]), and the second was oriented at the reference orientation plus
an increment in orientation (e.g., 45 + 5 = 50°). The size of the
orientation increment varied under the control of a staircase pro-
cedure.

Psychophysical Paradigm
Before and after training, thresholds were measured for both detec-
tion and orientation discrimination by staircase procedures. Sub-
jects performed separate blocks of trials of each task, eccentricity,
and orientation in randomized order. For measuring perceptual
thresholds, Weibull functions were fit to the data to give an estimate
where performance was 82% correct. Posttraining data for the most
eccentric stimulus was gathered for only three subjects.

During training, subjects practiced only detection of the oblique
stimulus presented at the central location. Subjects trained in one
or two sessions (25-40 min, 500-600 trials per day, mean of 16,600

total trials) on each of 29 + 2 (standard deviation, s.d.) days on
average, spread over an average time period of 53 * 8 days.

fMRI Paradigm, Data Acquisition, and Analysis

During scanning, subjects performed two trial mini-blocks of the
discrimination task (0 ms between trials) followed by 2.333 s of
rest. The orientation increments for each subject were fixed with
pretesting data (principal mean = 2.4 + 1.2 (s.d.); oblque mean =
6.7 + 1.6), and the reference orientations (either principal or oblique)
alternated between mini-blocks. Successive trials were performed
at the different locations in a fixed sequence (central, middle, periph-
eral, central ...), yielding a 25 s cycle for a given stimulus location.
Examination of average raw time courses revealed that the fixed trial
order did not introduce baseline differences between conditional
responses that affected the overall pattern of results. Subjects per-
formed 36 mini-blocks of trials per fMRI scan (BOLD imaging at 3
Tesla, TR = 2.5, TE = 45, FA = 90, voxel size = 3.25 X 3.25 X 4
mm) and four or five scans per session.

V1 and other early visual areas were identified by standard tech-
niques [28-31]. Active voxels in early visual areas were identified by
a separate reference scan of high-contrast flickering checkerboard
patterns identical in size to the sinusoidal patterns. Patterns were
presented sequentially for 16.66 s each, yielding a phase-encoding
of stimulus location. fMRI data were averaged separately from re-
gions of interest (ROIs) comprising voxels that responded (correla-
tion greater than 0.25) to each pattern during the reference scan
(as determined by phase of response). Regions of interest in V1
averaged 476, 421, and 761 mm? at the central, middle, and periph-
eral locations. We were unable to separate responses from V2 and
V3 because our stimuli were presented close to the horizontal merid-
ian, which is represented at the border between these areas, and
so they were treated as a single ROl. We also could not measure
responses in more anterior visual areas because increasing re-
ceptive field sizes greatly reduced signal from the reference scan.

Average fMRI signals were computed for principal and oblique
mini-blocks for each ROI across either 24 or 30 repetitions per
condition. Prior to averaging, the fMRI time course for each voxel
was converted to a percent change score by first subtracting and
then dividing by the mean. Response amplitudes were measured
as the height of a model hemodynamic response (computed by
convolving a y function [32] with the stimulus time course) that best
fit the data. Separate delay parameters in the model response were
allowed for each condition and each subject.

Acknowledgments

We are grateful to Mark Cohen for assistance with fMRI and Dario
Ringach and Laura Eldridge for comments on the manuscript. We
also thank John Mazziotta, the University of California, Los Angeles
Brain Mapping Medical Organization, the Ahmanson Foundation,
the Pierson-Lovelace Foundation, the Tamkin Foundation, and the
Jennifer Jones-Simon Foundation for their support. This work was
supported by NIH-EY11862.

Received: November 19, 2003
Revised: February 6, 2004
Accepted: February 9, 2004
Published: April 6, 2004

References

1. Gilbert, C.D., Sigman, M., and Crist, R.E. (2001). The neural basis
of perceptual learning. Neuron 317, 681-697.

2. Karni, A., and Bertini, G. (1997). Learning perceptual skills: be-
havioral probes into adult cortical plasticity. Curr. Opin. Neuro-
biol. 7, 530-535.

3. Recanzone, G.H., Schreiner, C.E., and Merzenich, M.M. (1993).
Plasticity in the frequency representation of primary auditory
cortex following discrimination training in adult owl monkeys.
J. Neurosci. 13, 87-108.

4. Recanzone, G.H., Merzenich, M.M., Jenkins, W.M., and Grajski,
K.A. (1992). Topographic reorganization of the hand representa-



Current Biology
6

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24,

25.

26.

27.

28.

tion in cortical area 3b of owl monkeys trained in a frequency-
discrimination task. J. Neurophysiol. 67, 1031-1056.

. Tolhurst, D., Movshon, J., and Dean, A. (1983). The statistical

reliability of signals in single neurons in cat and monkey visual
cortex. Vision Res. 23, 775-785.

. Hawken, M.J., and Parker, A.J. (1990). Detection and discrimina-

tion mechanisms in the striate cortex of the old-world monkey.
In Vision: Coding and Efficiency, C. Blakemore, ed. (Cambridge:
Cambridge University Press), pp. 103-116.

. Ress, D., and Heeger, D.J. (2003). Neuronal correlates of per-

ception in early visual cortex. Nat. Neurosci. 6, 414-420.

. Ress, D., Backus, B.T., and Heeger, D.J. (2000). Activity in pri-

mary visual cortex predicts performance in a visual detection
task. Nat. Neurosci. 3, 940-945.

. Campbell, F.W., Kulikowski, J.J., and Levinson, J. (1966). The

effect of orientation on the visual resolution of gratings. J. Phys-
iol. 187, 427-436.

De Valois, R.L., Yund, E.W., and Hepler, N. (1982). The orienta-
tion and direction selectivity of cells in macaque visual cortex.
Vision Res. 22, 531-544.

Coppola, D.M., White, L.E., Fitzpatrick, D., and Purves, D. (1998).
Unequal representation of cardinal and oblique contours in fer-
ret visual cortex. Proc. Natl. Acad. Sci. USA 95, 2621-2623.
Furmanski, C.S., and Engel, S.A. (2000). An oblique effect in
human primary visual cortex. Nat. Neurosci. 3, 535-536.

Li, B., Peterson, M.R., and Freeman, R.D. (2003). Oblique effect:
a neural basis in the visual cortex. J. Neurophysiol. 90, 204-217.
Schoups, A., Vogels, R., Qian, N., and Orban, G. (2001). Practis-
ing orientation identification improves orientation coding in V1
neurons. Nature 4712, 549-553.

Crist, R.E., Li, W., and Gilbert, C.D. (2001). Learning to see:
experience and attention in primary visual cortex. Nat. Neurosci.
4, 519-525.

Ghose, G., Yang, T., and Maunsell, J. (2002). Physiological cor-
relates of perceptual learning in monkey V1 and V2. J. Neuro-
physiol. 87, 1867-1888.

Schiltz, C., Bodart, J.M., Dubois, S., Dejardin, S., Michel, C.,
Roucoux, A., Crommelinck, M., and Orban, G.A. (1999). Neuronal
mechanisms of perceptual learning: changes in human brain
activity with training in orientation discrimination. Neuroimage
9, 46-62.

Schwartz, S., Maquet, P., and Frith, C. (2002). Neural correlates
of perceptual learning: a functional MRI study of visual texture
discrimination. Proc. Natl. Acad. Sci. USA 99, 17137-17142.
Levitt, J.B., Kiper, D.C., and Movshon, J.A. (1994). Receptive
fields and functional architecture of macaque V2. J. Neurophys-
iol. 71, 2517-2542.

Mayer, M.J. (1983). Practice improves adults’ sensitivity to diag-
onals. Vision Res. 23, 547-550.

Sowden, P.T., Rose, D., and Davies, |.R. (2002). Perceptual
learning of luminance contrast detection: specific for spatial
frequency and retinal location but not orientation. Vision Res.
42, 1249-1258.

Sclar, G., and Freeman, R.D. (1982). Orientation selectivity in
the cat’s striate cortex is invariant with stimulus contrast. Exp.
Brain Res. 46, 457-461.

Albrecht, D.G., and Hamilton, D.B. (1982). Striate cortex of mon-
key and cat: contrast response function. J. Neurophysiol. 48,
217-237.

Gandhi, S.P., Heeger, D.J., and Boynton, G.M. (1999). Spatial
attention affects brain activity in human primary visual cortex.
Proc. Natl. Acad. Sci. USA 96, 3314-3319.

Somers, D.C., Dale, A.M., Seiffert, A.E., and Tootell, R.B. (1999).
Functional MRl reveals spatially specific attentional modulation
in human primary visual cortex. Proc. Natl. Acad. Sci. USA 96,
1663-1668.

Brefczynski, J.A., and DeYoe, E.A. (1999). A physiological corre-
late of the ‘spotlight’ of visual attention. Nat. Neurosci. 2,
370-374.

O’Connor, D.H., Fukui, M.M., Pinsk, M.A., and Kastner, S. (2002).
Attention modulates responses in the human lateral geniculate
nucleus. Nat. Neurosci. 5, 1203-1209.

Engel, S.A., Rumelhart, D.E., Wandell, B.A., Lee, A.T., Glover,

29.

30.

31.

32.

G.H., Chichilnisky, E.J., and Shadlen, M.N. (1994). fMRI of human
visual cortex. Nature 369, 525.

Sereno, M.l., Dale, A.M., Reppas, J.B., Kwong, K.K., Belliveau,
J.W,, Brady, T.J., Rosen, B.R., and Tootell, R.B. (1995). Borders
of multiple visual areas in humans revealed by functional mag-
netic resonance imaging. Science 268, 889-893.

DeYoe, E.A., Carman, G.J., Bandettini, P., Glickman, S., Wieser,
J., Cox, R., Miller, D., and Neitz, J. (1996). Mapping striate and
extrastriate visual areas in human cerebral cortex. Proc. Natl.
Acad. Sci. USA 93, 2382-2386.

Engel, S.A., Glover, G.H., and Wandell, B.A. (1997). Retinotopic
organization in human visual cortex and the spatial precision
of functional MRI. Cereb. Cortex 7, 181-192.

Boynton, G.M., Engel, S.A., Glover, G.H., and Heeger, D.J.
(1996). Linear systems analysis of functional magnetic reso-
nance imaging in human V1. J. Neurosci. 16, 4207-4221.



