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Occipital Alpha Activity during Stimulus Processing
Gates the Information Flow to Object-Selective Cortex
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1 Radboud University Nijmegen, Donders Institute for Brain, Cognition and Behaviour, Centre for Cognitive Neuroimaging, Nijmegen, The Netherlands, 2 Max Planck
Institute for Psycholinguistics, Nijmegen, The Netherlands

Abstract
Given the limited processing capabilities of the sensory system, it is essential that attended information is gated to
downstream areas, whereas unattended information is blocked. While it has been proposed that alpha band (8–13 Hz)
activity serves to route information to downstream regions by inhibiting neuronal processing in task-irrelevant regions, this
hypothesis remains untested. Here we investigate how neuronal oscillations detected by electroencephalography in visual
areas during working memory encoding serve to gate information reflected in the simultaneously recorded bloodoxygenation-level-dependent (BOLD) signals recorded by functional magnetic resonance imaging in downstream ventral
regions. We used a paradigm in which 16 participants were presented with faces and landscapes in the right and left
hemifields; one hemifield was attended and the other unattended. We observed that decreased alpha power contralateral
to the attended object predicted the BOLD signal representing the attended object in ventral object-selective regions.
Furthermore, increased alpha power ipsilateral to the attended object predicted a decrease in the BOLD signal representing
the unattended object. We also found that the BOLD signal in the dorsal attention network inversely correlated with visual
alpha power. This is the first demonstration, to our knowledge, that oscillations in the alpha band are implicated in the
gating of information from the visual cortex to the ventral stream, as reflected in the representationally specific BOLD signal.
This link of sensory alpha to downstream activity provides a neurophysiological substrate for the mechanism of selective
attention during stimulus processing, which not only boosts the attended information but also suppresses distraction.
Although previous studies have shown a relation between the BOLD signal from the dorsal attention network and the alpha
band at rest, we demonstrate such a relation during a visuospatial task, indicating that the dorsal attention network
exercises top-down control of visual alpha activity.
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band activity is correlated with a decrease in both neuronal
excitability, gamma band activity, and the blood-oxygenationlevel-dependent (BOLD) signal [22–28]. Consequently, it has
been proposed that alpha band activity serves to route
information to downstream regions by inhibiting neuronal
processing in task-irrelevant regions [11,29,30]. This allows
task-relevant regions to communicate. Although the trial-bytrial effect of anticipatory alpha modulation on behavior has
been demonstrated [7,8], the direct effect of alpha modulation
during stimulus processing on neuronal activity in downstream
regions remains unexplored. We therefore tested this hypothesis
by correlating single trial activity recorded simultaneously by
electroencephalography (EEG) and functional magnetic resonance imaging (fMRI). Specifically, we investigated whether

Introduction
Our sensory system receives much more information than can
be possibly processed. Selective attention serves to overcome
this problem by gating attended information and, importantly,
by blocking unattended information [1]. Oscillatory brain
activity has been proposed to control the communication
between brain regions [2–5]. Oscillatory power increases (or
decreases) are presumably due to synchronization (or desynchronization) of many neurons in a local patch of cortex [6].
Activity in the alpha band, which has been shown to be related
to inhibition of distraction, is strongly present even in the
absence of stimuli and is predictive of behavior in both humans
[7–17] and monkeys [18–21]. Further, an increase in alpha
PLOS Biology | www.plosbiology.org
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Author Summary

Results

In complex environments, our sensory systems are
bombarded with information. Only a fraction of this
information is processed, whereas most is ignored. As
such, our brain must rely on powerful mechanisms to filter
the relevant information. It has been proposed that alpha
band oscillations (8–13 Hz) gate task-relevant visual
information to downstream areas and supress irrelevant
visual information. We tested this hypothesis in a study
that combined electroencephalography (EEG) and functional MRI (fMRI) recordings. From the EEG, we directly
measured alpha band oscillations in early visual regions.
Using fMRI, we quantified neuronal activity in downstream
regions. The participants performed a spatial working
memory task that required them to encode pictures of
objects presented in the left field of view while ignoring
objects in the right field (or vice versa). We found that
suppression of alpha band activity in visual areas opened
the gate for relevant visual information to be routed to
downstream regions. Conversely, an increase in alpha
oscillations suppressed visual information that was irrelevant to the task. These findings suggest that alpha band
oscillations are directly involved in boosting attended
information and suppressing distraction in the ventral
visual stream.

The Paradigm
We developed a two-by-two factorial paradigm in which
pictures of faces and landscapes were presented simultaneously
in the left and the right hemifields and attention was directed to
one hemifield. In the example shown (Figure 1A), participants
were required to attend to the cued image (left hemifield), which in
this case was a face, while ignoring the landscape presented to the
right. Participants had to indicate by a button press whether the
cued object matched the object attended in the previous trial; note
that the hemifields could be different for matches (as in the last
panel of Figure 1B). No responses were required for non-matches.
We recorded simultaneously EEG, eye tracker, and fMRI data
in 16 healthy human participants. In each trial, a central cue
presented for 0.5 s indicated the direction of attention. This brief
cue-target interval allowed some time for alpha lateralization to
accrue in preparation for selective spatial attention once the
images appeared. Then the object pair was presented for 2 s while
the central cue remained (Figure 1C). This long stimulus duration
allowed us to probe the alpha activity during stimulus processing,
rather than either during the anticipatory cue-target interval or
during the one-back working memory delay period. Of 200 trials
total, 160 were non-matches, 28 were matches (response required),
and the remaining 12 were catch trials. Catch trials were those in
which an image was repeated in a subsequent trial but was shown
in the unattended hemifield either on the first or second
presentation; no response was required. Participants performed
the working memory task well (89% hits, 1% false alarms on nonmatch trials, and 3% false alarms on catch trials).

oscillatory neural oscillations in visual regions recorded by EEG
during target evaluation and object encoding predicted representationally specific activation and deactivation in downstream
regions as detected by fMRI.
While the posterior alpha activity presumably is under topdown control, it remains unclear which brain regions or
networks exercise the control. Combined EEG and transcranial
magnetic stimulation studies have implicated the intraparietal
sulcus (IPS) and frontal eye field (FEF) in the top-down control
[31]. This is consistent with combined EEG/fMRI studies
demonstrating that resting state alpha power correlated negatively with the dorsal attention network, including both FEF and
IPS [26,32,33]. Other resting state fMRI/EEG studies have
demonstrated a positive correlation between alpha activity and
the precuneus and other regions of the default mode network
[34,35]. We also set out to identify which networks are
associated with the control of the occipital alpha activity in a
spatial attention task by correlating the task-modulated occipital
alpha power with the BOLD signal. In particular, we
hypothesized that the dorsal attention network can act to
engage occipital cortex by actively suppressing the visual alpha
activity.
Our study is based on the finding that when attention is
allocated to the left hemifield, the alpha band power decreases
in right visual regions, complemented by a relative power
increase in left visual regions [8,9]. This hemispheric alpha
power lateralization is reversed when attention is allocated to
the right hemifield. A second component in our study is the
finding that attention to a face produces an increase of the
BOLD contrast in face-selective regions (e.g., fusiform face area
[FFA]) [36,37]. The reverse holds when a landscape is attended,
which results in a BOLD signal increase in place-selective
regions (e.g., parahippocampal place area [PPA]) [37,38]. We
designed a task in which spatial and object attention were
dissociated (Figure 1A). This allowed us to ask whether the
modulation of oscillatory brain activity by spatial attention
recorded by EEG correlated with the representationally specific
BOLD signal modulated by the attended objects.
PLOS Biology | www.plosbiology.org

Hemispheric Alpha Lateralization Modulated with Spatial
Attention in Occipital Cortex
We first characterized the modulation of oscillatory activity in the
EEG with spatial attention. Time–frequency representations of
power were calculated for the posterior electrodes for individual trials.
From these time–frequency representations, we selected the optimal
time window across all participants and center frequency for each
participant during stimulus presentation in which the modulation of
alpha with left versus right attention was greatest. We used this time–
frequency window to compute an adaptive spatial inverse filter to
reconstruct the neuronal source power over a discretized 3-D grid. At
every grid point we computed the alpha modulation index (AMI)

AMI~

aattend left {aattend right




1
aattend left zaattend right
2

ð1Þ

over trials. The individual volumes of power were then normalized to
a standard brain prior to averaging.
Figure 2A shows the AMI (frequency interval including 7–
13 Hz, and time intervals including 0.1–1.9 s after stimulus onset)
projected onto the surface of a standard brain. This analysis
revealed a strong depression in alpha power in the hemisphere
contralateral to the cued hemifield and a relative alpha power
increase in the ipsilateral hemisphere. The modulation was
strongest in the left and right occipital cortices (Montreal
Neurological Institute [MNI] coordinates [229 288 29] mm
and [27 294 24] mm, located, respectively, within the left middle
occipital and right superior occipital regions according to the
automated anatomical labeling [39]). Figure 2B shows the time–
frequency representation of power of the EEG from the occipital
regions for right versus left attention. The combined measure (left
2
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Figure 1. Task design and hypothesis. (A) Participants fixated on a central cross while covertly attending to the left or the right object as
indicated by the cue. We predicted enhanced (black lines) processing in the hemisphere contralateral to the attended object in early visual regions
and suppressed (gray lines) processing in early visual regions ipsilateral to the attended object. Furthermore, the allocation of spatial attention was
expected to result in an enhanced response in object-selective cortex (including FFA and PPA) of the attended object. In this study we asked whether
alpha activity measured by EEG in early visual regions gates the object-selective activation as measured by the BOLD signal. (B) Illustration of the oneback visuospatial working memory paradigm involving two object categories (faces and landscapes). Participants were asked to press a button if the
cued object matched the object attended in the previous trial. To obtain an EEG signal free from gradient artifacts during the presence of stimuli
(4.0 s duration), the fMRI was collected only during the working memory delay period (8.0 s duration). (C) A depiction of an example trial indicates
the time range from which alpha power was extracted (EEG), the silent MRI period, and the relative timings between events within a trial. Faces and
landscapes depicted here are for illustration and were not used in the experiments.
doi:10.1371/journal.pbio.1001965.g001

when a face was attended than when unattended (Figures 3A and
S3C), and vice versa for BMIPPA (Figures 3B and S3D), thus
reproducing previous findings [43]. Thus, even though attention
was cued spatially (rather than categorically [44]), the processing
of the object that happened to fall inside this attended hemifield
was nevertheless boosted, as indexed by the BOLD response in
object-selective cortex.

minus right) revealed a 30% attention modulation specific to the
alpha band emerging ,500 ms after image onset (Figure 2C).
This demonstrated the feasibility of detecting robust modulations in the alpha band with attention in EEG data collected inside
the MRI environment, as well as of detecting persistent alpha
lateralization during stimulus presentation despite the overall
reduction of bilateral alpha power in response to the visual stimuli.
Consistent with previous findings [40–42], the localization in
occipital regions was complemented by significant modulation
with spatial attention of the BOLD signal in early visual areas,
specifically in bilateral superior, middle, and inferior occipital
cortex, as well as in the right cuneus (Figures 2D and S1). We
conclude that hemisphere-specific occipital alpha power was
reliably modulated by spatial cueing of covert visual attention,
even when visual stimuli were present.

Occipital Alpha Power Was Negatively Correlated with
the BOLD Signal in Early Visual Cortex
Our analysis so far has demonstrated that the BOLD contrast
and alpha power modulations with attention originated from left
and right occipital cortices. To relate those measures, we
correlated the single trial alpha power during target presentation
with the target-evoked BOLD signal from the occipital regions.
We observed a negative relationship between alpha power and the
occipital BOLD signals for all attention conditions (Figure S4).
These results are in line with previous reports [26–28] and support
the notion that alpha oscillations at the source location serve to
inhibit activity.

BOLD Modulations in Object-Selective Cortex with
Attention
To characterize the object-selective BOLD activity in each
participant, we applied a separate functional localizer task (see
Materials and Methods) to identify the regions responding
strongest to either faces or landscapes. These regions were mainly
located in inferior temporal cortex and included the bilateral FFA
and bilateral PPA (Figure S2). We then applied a mask obtained
from this localizer of these regions (FFA and PPA) to analyze the
BOLD data collected in the attention paradigm (Figure 1B). We
defined a BOLD modulation index (BMI) for representational
selectivity based on the regions of interest (ROIs)
BMIFFA ~

FFA
(BOLDFFA
attend face {BOLDattend scene )
1
FFA
(BOLDFFA
attend face zBOLDattend scene )
2

Occipital Alpha Power Predicted the Downstream BOLD
Signal
Next, we set out to characterize the relationship between taskspecific modulations in the alpha band and the representationally
specific modulations in the BOLD signal. We did this by correlating
over single trials the alpha power—from the same 0.1–1.9-s time
window during stimulus processing described above—in one
hemisphere (contralateral or ipsilateral to the attended direction)
with the stimulus-evoked BOLD activity in an object-selective region
(corresponding either to the attended or unattended object). We
found that the alpha power in the hemisphere contralateral to the
attended direction correlated negatively with the representationally
specific BOLD signal in the object-selective cortex of the attended

ð2Þ

for the FFA and similarly for the PPA. The BMIFFA was larger

PLOS Biology | www.plosbiology.org
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time–frequency representations combined (left minus right, divided by
two) over the two hemispheres demonstrate that the modulation was
constrained to the alpha band and was sustained. (D) The grand
average of the statistical contrast (t-statistic) of hemodynamic activity of
attend-left versus attend-right trials. The grand averages of this contrast
specific to select sub-regions are shown in Figure S1. A, anterior; L, left;
P, posterior; R, right.
doi:10.1371/journal.pbio.1001965.g002

object (Figure 4A, first bar; p,0.001). Using Figure 1A as an
example where a participant must attend to a face in the left
hemifield, this finding indicated that in trials where the right
hemisphere alpha power decreased, the BOLD signal in FFA
increased. Note that we combined trials for which faces were
face
)with trials for which landscapes
attended (acontra |BOLDattend
FFA
landscape
were attended (acontra |BOLDattend
). The correlations
PPA
demonstrated that trials with lower alpha power contralateral to
the attended hemifield, which on average was already decreased
compared to when ignored stimuli were processed contralaterally,
predicted a stronger representationally specific BOLD response to the
attended object in the ventral stream. Correspondingly, the
contralateral alpha power positively correlated with the BOLD
response in the object-selective area coding for the unattended objects
(Figure 4A, second bar; p = 0.06).
Importantly, we found that the ipsilateral alpha power
correlated negatively with the BOLD response for the objectselective area responding to the unattended object (Figure 4A,
fourth bar; p = 0.001). Continuing with the example from
Figure 1A with a landscape ignored in the right hemifield, this
finding indicated that in trials where the left hemisphere alpha
power increased, the BOLD signal in PPA decreased. We also
found that the ipsilateral alpha power correlated positively with
the representationally specific BOLD increase for the attended
object (Figure 4A, third bar; p = 0.004).
It could be that activities from the four measures (contra- and
ipsilateral alpha power, and FFA and PPA BOLD signal) were all
co-modulated. To investigate this, we computed partial correlations to isolate the hemisphere- and object-region-dependent
correlations (see Materials and Methods). After controlling for the
modulations in the other-hemisphere alpha power (e.g., controlling for ipsilateral alpha power when considering the contralateral
visual regions) and the BOLD response in the other object-specific
region (e.g., controlling for the FFA BOLD signal when
considering the PPA BOLD signal), only the negative correlations
remained significant (Figure 4B; first and fourth bar).
The time–frequency results in Figure 2 showed that the
strongest modulation was in the alpha band; however, trial-bytrial coupling (and hence gating) may have also occurred between
power in another frequency band and the object-selective BOLD
response. We computed the same correlations as in Figure 4 using
the beta band power and theta band power. Only a negative
correlation between contralateral beta power and the BOLD
signal of the attended region was observed; however, this did not
remain significant when controlling for the other regions’ activity.
No task-induced effects were found in the gamma band range;
thus, the gamma band was not further tested for correlations with
BOLD signal.

Figure 2. The modulation of visual oscillatory and hemodynamic brain activity with the direction of covert attention. (A)
The grand average of the source plot of the alpha band modulation in
the early retention interval (0.1–1.9 s after picture stimulus onset)
quantified by the AMI (attention left minus attention right). The alpha
activity was suppressed in early visual cortex contralateral to the
direction of attention, whereas ipsilateral it relatively increased. (B)
Time–frequency representations of oscillatory power derived for the
sources in left (left panel) and right (right panel) visual cortex. (C) The

PLOS Biology | www.plosbiology.org

The BOLD Signal in the Dorsal Attention Network
Correlated with Occipital Alpha Power
We then set out to identify nonvisual regions in which the
BOLD signal correlated with the occipital alpha activity. The aim
was to identify putative regions or a network involved in the
4
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top-down control of the posterior alpha activity. We established a
general linear model (GLM) with regressors to model the taskrelated variance, non-task-related variance, and individual trial
alpha-power-related variance. See Materials and Methods for
details. Using a spatial filter, we extracted the single trial alpha
band power from the left and right occipital areas (see Figure 2).
Each value per hemisphere was either contra- or ipsilateral to the
direction of attention for a given trial. This resulted in four
regressors for the alpha activity. When all four alpha regressors
were considered together, the bilateral occipital BOLD signals
were found to be inversely related (Figure 5A), as expected [25–
28] and in agreement with the different but related analysis shown
in Figure S3. These bilateral occipital BOLD signals were not
found to be significantly related to alpha power when ipsilateral
only (Figure 5B) or contralateral only (not shown) alpha power was
tested.
Interestingly, we also found that the BOLD signal in regions
related to the dorsal attention network (right FEF, medial
prefrontal cortex, and bilateral IPS) was inversely related to the
occipital alpha power, after controlling for task and other non-task
variance. This was true when all four alpha power regressors were
considered together (Figure 5A), as well as when only the two
alpha power regressors corresponding to the ipsilateral hemifield
for that trial were considered (Figure 5B) (p,0.005 initial
threshold followed by p,0.05 family-wise error [FWE] clusterlevel threshold). No significant relation was found using contralateral alpha power alone. Note that the engagement of prefrontal
regions was right dominated. These results suggest that the dorsal
attention network modulated the occipital alpha power.

‘‘baseline’’ condition, so it is not clear whether the ipsilateral alpha
power increased or decreased with respect to a lack of directed
attention. Nevertheless, the modulation was robust with respect to
spatial attention. Please see Jensen et al. [47] for an extensive
discussion of the role of ipsilateral alpha oscillations. In future
work it would be of interest to investigate whether the routing by
alpha activity is complemented by increased phase synchronization between early visual (contralateral to the attended stimulus)
and downstream ventral areas. Indeed, recordings in monkeys
have demonstrated phase synchronization in the alpha band
between ventral areas during the allocation of attention; interestingly, the synchronization appeared to be coordinated by the
pulvinar [18].
Our main finding of correlations between occipital alpha power
and downstream ventral BOLD signals was highly robust (p,
0.001); however, the correlation values of around 0.1 were modest.
We argue that this is not a major concern for the following
reasons. There were many aspects contributing to the variance of
the FFA and PPA BOLD signals difficult to account for, including
lack of specificity of the BOLD signal due to temporal smearing
and non-neural factors such as respiration or heartbeat. Further,
the BOLD signals in FFA and PPA are not driven only by early
visual regions: local recurrent activity and higher order regions
contribute as well. There were also many aspects contributing to
the variance of the occipital alpha signals, including from the noisy
MRI scanning environment as well as volume conduction from
other nearby sources. Previous studies correlating alpha power in
one region to alpha power in another region demonstrated
correlation values ranging from 0.1 to 0.2 [48], which also were

Discussion
Our findings demonstrate that the visual alpha activity
predicted representationally specific activation in downstream
regions. We propose that these predictions, indicated by the
correlations depicted in Figure 4, reflect a gating mechanism that
is achieved by a decrease in the alpha activity in the regions
processing spatially attended information and, importantly, by a
relative increase in the alpha power in the regions processing
unattended information. The modulation of the occipital alpha
activity, and especially the alpha activity in the ipsilateral
hemisphere processing unattended information, was related to
activity in the dorsal attention network.
Previous findings have emphasized that increases in functional
connectivity in the attended path between occipital and downstream areas serves to allocate attention [45,46]. This could, for
instance, be implemented by a gain increase in the occipital region
processing the attended information. Our finding of a relation
between the contralateral alpha power and downstream BOLD
contrast increase in attended regions is in support of a gain
increase in early regions with attention. However, when allocating
visual attention, it is just as important to suppress unattended
information [14,15,43]. We have demonstrated that the suppression of unattended information is reflected by active inhibition via
increased alpha band activity in the unattended visual stream (see
also Figure 1A, dashed gray line). Our findings add support to the
notion that alpha band activity serves an active role in the
allocation of resources. We suggest that the mechanism of this
gating by alpha activity is via phasic manipulation of higher
frequency oscillations in the gamma band (e.g., [24]). In particular,
the increase in alpha activity is important for the routing of
information by depressing irrelevant processing of sustained
stimulation, which is in stark contrast to the view that posterior
alpha activity reflects idling or drowsiness. Our task did not have a
PLOS Biology | www.plosbiology.org

Figure 3. Modulation of BOLD activity with different object
types in the attended hemifield. (A) BMI is the relative difference of
a given region’s activity between two conditions, normalized by the
mean of the activity in both conditions (computed as in Equation 2).
Error bars are the standard error over participants. Both FFA and PPA
showed a BMI significantly different from zero (p,0.001). BMI for the
FFA is shown per participant (left panel) and as the mean over
participants (right panel). (B) BMI for the PPA is shown per participant
(left panel) and as the mean over participants (right panel). A
visualization of the FFA and PPA regions per participant is shown in
Figure S2. The time course of the FFA and PPA regions’ BOLD signal is
shown in Figure S3.
doi:10.1371/journal.pbio.1001965.g003
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Figure 4. Correlations between hemispheric occipital alpha power and object-selective region BOLD amplitude. (A) Each bar is specific
to whether the alpha power is recorded from the hemisphere contra- or ipsilateral to the attended direction, and whether the BOLD amplitude is
from the region corresponding to the attended or unattended object type. The Spearman correlation was computed over trials within a participant;
error bars indicate standard error over participants. All mean correlations over participants were significantly different from zero (*p,0.05). (B) An
additional partial Spearman correlation was computed to account for the alpha power of the other hemisphere and the BOLD response of the other
object-selective region (*p,0.05). The first bar depicts a negative correlation, indicating that a decrease in alpha power contralateral to the attended
object predicted an increase in the ventral BOLD signal for the attended object. The last bar also depicts a negative correlation, indicating that the
alpha power ipsilateral to the attended object predicted a decrease in the ventral BOLD signal for the unattended object. The correlations of occipital
alpha power with occipital BOLD activity are shown in Figure S4. LOcc, left occipital; ROcc, right occipital.
doi:10.1371/journal.pbio.1001965.g004

statistically robust. As this was a correlation of interregional alpha
power, it is expected that a correlation of alpha power with the
BOLD response would be lower. As such, our findings are
comparable to previous reports. Given that our study is
correlational in nature, we cannot per se prove that the
modulations in the alpha band have a causal consequence for
the BOLD signal in the ventral regions. However, several studies
using transcranial magnetic stimulation and visual entrainment of
10-Hz activity have demonstrated that the alpha rhythm plays a
causal role in the allocation of attention, perception, and working
memory maintenance [16,49–51].
Our findings demonstrating that the dorsal attention network is
inversely related to the occipital alpha power may be due not only
to the control and shifting of spatial attention but also to the oneback working memory component of the task (e.g., [52]), which
was object-based in the present study and not spatially based.
Furthermore, the occipital alpha activity itself may reflect an
aspect of target evaluation and encoding, although this is
unknown, as most working memory studies have examined alpha
during the delay period and not during processing (e.g., [53]). As
our focus was on the gating role of alpha during stimulus
processing, we did not probe the working memory delay period
per se.
The alpha lateralization was strongest 0.1–1.9 s after stimulus
onset, indicating that the alpha modulation was persistent during
stimulus presentation (0–2 s) and thus may play an active role in
filtering throughout stimulation. While many findings of alpha
lateralization effects on behavior involved anticipatory alpha
activity (i.e., in a cue-target interval) [7,8,30], we demonstrated
PLOS Biology | www.plosbiology.org

that alpha activity not only served to initially gate a stimulus, but
also operated as a persistent gating mechanism during sustained
attention and stimulation. This persistent gating is indeed relevant
for real-life situations, in which visual input is always present and
endogenous attention operates continuously. The alpha lateralization allowed two spatially separable signals from the EEG data
to be correlated with the BOLD data. The finding of a negative
correlation between alpha power and the BOLD signal (Figure S3)
is well established [25–28]; however, we extend previous findings
to show a spatial distinction of the alpha power in nearby, but
functionally separate, regions and its negative correlation with the
BOLD signal (Figure 4).
We speculate that alpha, under top-down control, first serves to
gate sensory information in early visual regions. This has then
subsequent effects on the neural activity in downstream objectselective regions. The notion of directionality is, however, difficult
to substantiate from the data since the transmission delay between
early visual and ventral regions might be on the order of 40–60 ms
[54]. Due to the hemodynamic response function, the BOLD
signal peaks 4–5 s after neuronal activation, whereas the changes
in alpha band activity are instantaneous. Since we do not know the
hemodynamic response function with great accuracy in extrastriate cortex, it is problematic to determine whether the
modulation in the alpha activity actually preceded the BOLD
modulation. Future work applying intracranial recordings in nonhuman primates or electrocorticography recordings in humans
would be required to test the question of directionality. Our results
also extend previous findings on object- and feature-based
attention [44,55,56]. We now have shown that a spatial cue, in
6
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the opposite hemifield. We believe that the ipsilateral alpha power
reflecting suppression of the unattended stimulus in our experiment operates in a spatial sense, independent of stimulus target
characteristics.
These results extend the functional role of oscillatory brain
activity by demonstrating that regionally specific alpha activity is
involved in routing of information. In future work it would be of
great interest to investigate whether the alpha activity is involved
in routing of information in areas other than the visual system.
EEG is likely to detect only the strongest neuronal signals, and it
remains a possibility that the alpha band activity operates in the
full dorsal stream. Further, it is a theoretical possibility that the
alpha band activity operates in the ventral stream to selectively
modulate processing in FFA and PPA. These possibilities are best
investigated using intracranial recordings in either humans or nonhuman primates. Certainly, in somatosensory regions robust alpha
activity is also observed, which is predictive of tactile allocation of
attention and performance [59–62]. In the auditory system,
modulations of alpha activity by attention tasks have been
reported as well [63,64]. In the light of our current findings, this
set of studies suggests that alpha activity in sensory regions might
play a general role for routing when attention is manipulated. The
functional inhibition by the alpha activity might generalize well
beyond sensory regions. In a recent monkey study, it was
demonstrated that the selection of a given stimulus–response rule
was associated with neuron-specific gamma synchronization in
prefrontal cortex [65]. Importantly, the deselection of the rule was
associated with synchronization in the alpha band in the same
neuronal population.
Evidently, the alpha activity we observed in visual regions is
under strong top-down control. The mechanisms and regions
exercising the top-down control need to be identified [66]. Our
finding demonstrating that the dorsal attention network (the right
FEF and bilateral IPS) correlated with the occipital alpha power
lends support to the notion that the dorsal attention network
exercises control over sensory areas [31]. Interestingly, we found
that this correlation of the dorsal attention network with occipital
alpha power was negative, was stronger with specifically the
ipsilateral occipital alpha power, and included a right-lateralized
FEF contribution. We suggest that the negative correlation is due
to the dorsal attention network exercising control by physiological
mechanisms serving to actively decrease alpha activity. The
decrease in alpha power then serves to open the information flow
by disinhibition. Because the occipital alpha power also correlated
with the hemisphere-specific occipital BOLD signal, we cannot
rule out that the dorsal attention network first modulated some
other aspect of occipital neural activity, which then subsequently
affected both the alpha power and the BOLD signal. A recent
study [56] found increased gamma band synchronization between
the inferior frontal junction and the relevant ventral stream
regions in an object-based attention task; routing via early visual
regions would not be expected in this higher level feature-based
task. However, it may be that the mechanism of control is directly
executed by increased long-range synchronization in the alpha
band between the dorsal attention network and early sensory
regions (e.g., [67,68]). This is also consistent with recent findings
[69] that frontocentral alpha power reflected maintenance of
relevant visuospatial locations. Further, the communication
between early visual regions and the ventral stream areas might
be established by alpha band synchronization. Furthermore, the
top-down drive might be exercised directly via neocortex or via
subcortical areas. For instance, intracranial monkey recordings
have shown that the pulvinar nucleus of the thalamus is coherent
with visual regions in the alpha band [18,70]. The negative

Figure 5. Regions showing significant relationships with
occipital alpha power, independent of direction or object of
attention. (A) The BOLD activity inversely related to the left and right
occipital alpha power for combined left and right attention. The dorsal
attention network including the IPS and the right FEF emerges from this
analysis (p,0.005 uncorrected followed by p,0.05 FWE cluster-level
corrected). (B) The BOLD activity inversely related to the ipsilateral alpha
power only. Again, the dorsal attention network emerges. No significant
effects were identified when considering the contralateral alpha power
only (p,0.005 uncorrected followed by p,0.05 FWE cluster-level
corrected). The control analysis of BOLD activity assessing which
regions were associated with the task of spatial attention is shown in
Figure S5.
doi:10.1371/journal.pbio.1001965.g005

a scene in which object type is uncorrelated with position in the
visual field, can modulate activity in object-selective areas.
Furthermore, not only was activity representing the category of
the attended object boosted, but also the activity representing the
category of the distracting object was reduced. Also, in distinction
from other studies (e.g., [57]), the modulation of activity in the
feature/object-selective region that we observed was in a cortical
region separate from where the modulation of alpha power with
attention was observed. Interestingly, Ester et al. [58] found that
features of the item held in working memory spread to retinotopic
locations outside of where the stimulus was initially presented. Our
findings cannot be directly compared with this result, since in their
study the object was an oriented grating (which is represented in
early visual regions) and no distractor stimulus was presented in
PLOS Biology | www.plosbiology.org
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compare it to the previously attended image, and remember it as a
sample for the next trial (Figure 1B). If the cued picture matched
the previously attended picture, the participant should press a
button with their right index finger, otherwise do nothing. The
central arrows remained while the images were present (total 2 s).
Afterwards, a black ‘‘xxx’’ returned, encouraging participants not
to blink for 1 s (Figure 1C). It then changed to a dark gray ‘‘xxx’’
for 6.5 s and participants were allowed to blink during this
interval.
Of 200 trials total, 160 were not a match, 28 were a one-back
match (response required), and the remaining 12 were catch trials.
Eight catch trials comprised the non-attended image from the
previous trial becoming the attended image on the current trial (no
response required), and four catch trials comprised the attended
image on the previous trial becoming the non-attended image on
the current trial (no response required). The task was divided into
four sets of 10 min each, with a 1-min break between sets. The
break was primarily to give the participant a temporary pause
from the task, but was also used to calibrate the eye position in the
eye tracking data. The only differences between the EEG-alone
and main EEG–fMRI tasks were as follows. In the preliminary
EEG experiment, each 1-min break comprised 12 s of ‘‘zxz’’
(indicating that the participants could close or move their eyes),
12 s of moving ‘‘x’’ around the screen (to aid in eye tracker
calibration), 12 s of ‘‘zxz’’, 12 s of moving ‘‘x’’, and 12 s of ‘‘zxz’’.
In the main simultaneous EEG–fMRI experiment, each 1-min
break comprised 12 s of moving ‘‘x’’, followed by 48 s of ‘‘zxz’’. A
different set of faces and landscapes was used for the EEG-alone
and simultaneous EEG–fMRI experiments.

correlation between the dorsal attention network and alpha power
has also been reported in resting state data studies combining
fMRI and EEG [26,32,33]. We here extend those findings by
demonstrating that a negative correlation also was present in a
spatial attention task. This suggests that the dorsal attention
network serves to control the visual alpha activity in a top-down
manner. One might ask why the alpha power ipsilateral to the
direction of attention was more strongly anticorrelated with the
dorsal attention network than the alpha power in contralateral
regions. We suggest that the reduced alpha power in contralateral
regions decreased the signal-to-noise ratio, making it difficult to
reliably detect the anticorrelation. Indeed, examining the results of
contralateral alpha activity at a more liberal threshold depicted the
same pattern of negative correlation with the dorsal attention
network, albeit not strong enough to be significant. Finally, our
finding of a right-lateralized FEF involvement is supported by
previous findings [71–73]. In short, our findings suggest that the
dorsal attention network controls the engagement of visual regions
by actively suppressing the occipital alpha activity; the precise
route and mechanism of this control remains to be tested.
In conclusion, the functional role of the alpha band activity has
in the past been somewhat underappreciated from a physiological
perspective. Our results provide support for the notion that alpha
band activity operates in a regionally specific manner, can serve to
gate the information flow, and is related to dorsal regions
previously identified in top-down control of attention.

Materials and Methods
Participants
Sixteen healthy participants (15 females; mean age 21.6 y)
participated in the main simultaneous EEG–fMRI study. These
were selected from a group of 34 participants (29 female) in which
a similar experiment was run collecting EEG data alone, to ensure
adequate performance on the task, minimal eye movements
during trials, and sufficient alpha lateralization with attention
shifts. All participants gave written informed consent, and the
study was approved by the national competent ethical reviewing
board per the Medical Research Involving Human Subjects Act,
Commissie Mensgebonden Onderzoek Regio Nijmegen/Arnhem,
registered under dossier number 2001/095.

EEG–fMRI Acquisition
MRI data were acquired on a 3 T Trio scanner (Siemens) with a
32-channel head coil. After two localizer scans were acquired in
order to position slices, the main functional MRI scan was
acquired (five-echo echo planar imaging [EPI] with echo times of
6.9, 16.2, 25, 35, and 44 ms; flip angle 80 degrees; 64664 in-plane
voxels; 39 slices; 3.563.563.0–mm voxel resolution; acceleration
factor = 3 with generalized autocalibrating partially parallel
acquisition, also known as GRAPPA). The fMRI acquisition
sequence was modified to allow a delay (silent period) after a
certain number of volumes. Specifically, the repetition time was
2.0 s; however, after every four radiofrequency (RF) excitations
per slice, two were skipped (i.e., 4.0-s gap of no RF or gradient
changes), during which the face/landscape part of the trial was
presented so as to obtain EEG data free from RF or gradientswitching artifacts. Thus, four EPI volumes were collected per
trial, beginning at 2.5, 4.5, 6.5, and 8.5 s after the onset of the
stimulus images (Figure 1B and 1C). The two EPI volumes that
would have occurred at 0.5 s and 10.5 s after image onset were the
two that were skipped.
A separate functional localizer task (5 min, 36 s) consisting of a
rapidly presented series of centrally presented faces or landscapes
in a block design, identical to that used in a previous study [74],
was run in the same MRI session to obtain participant-specific
FFA and PPA regions. This separate functional localizer used the
same EPI parameters as the main task but without the MRI silent
period. The faces and landscapes in the functional localizer task
were also different from both the main task in the EEG–fMRI
experiment and the preliminary EEG-alone task. Finally, a
structural MRI was acquired of each participant (3-D gradientrecalled inversion recovery, inversion time = 1,100 ms, repetition
time = 2,300 ms, echo time = 3.03 ms, flip angle = 8 degrees, 192
slices, 2566256 per slice, 16161–mm resolution).

Task Design
In both the preliminary EEG-alone experiment and the main
EEG–fMRI experiment, we used a one-back working memory
task in which only the image on the attended side was to be
remembered and compared with the image on the attended side in
the next trial. A gray background was present throughout. Each
trial (12 s total duration) began with a dark gray ‘‘xxx’’ in the
center of the screen, changing to a black ‘‘xxx’’ to indicate to
participants not to blink starting at this time (Figure 1C). After 2 s,
the black ‘‘xxx’’ changed to either ‘‘,x,’’ or ‘‘.x.’’ with 50%
probability and unrelated to the previous trial. The participant
must fixate at the center ‘‘x’’ but attend to the side indicated. After
0.5 s, two images appeared at each side of the fixation cross. The
cue-target interval from the spatial cue to image onset was 0.5 s, as
a minimal amount of time for allocation of spatial attention and
alpha lateralization accrual to occur by the time of stimulus onset.
However, because of this short interval, we did not expect to see
alpha lateralization build up significantly prior to the target
stimulus onset.
In all trials, there was one face and one landscape image, with a
50% probability that the attended side was a face (or landscape).
Participants were instructed to encode the image on the cued side,
PLOS Biology | www.plosbiology.org
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was used as the volume conductor model [78]. Rather than using
template electrode positions, the electrode positions recorded per
participant were first coregistered to the individual participant’s
MRI; subsequently, they were transformed to MNI coordinates via
the linear transformation obtained from coregistration of the
participant-specific MRI to MNI space. The forward lead field
was then computed with a grid resolution of 8 mm. Subjectspecific individual alpha frequencies showing the greatest modulation of alpha power with attention condition were determined
based on preliminary channel-level analysis of the time–frequency
representation. This preliminary analysis included the application
of a denoising source separation method [79] (http://www.cis.hut.
fi/projects/dss) for removing ballistocardiogram artifact components. The peak alpha frequency was found at 9 Hz in 3/16
participants, 10 Hz in 11/16 participants, and 11 Hz in 2/16
participants.
The alpha power was then projected to source space using a
frequency domain beamformer [80] (Figure 2A). Channel-level
EEG can be considered a mixture of many different brain and
artifact sources. The key feature of the beamformer approach is to
operate as a spatial filter that enhances the signal from a given
region, here early visual cortex, while suppressing activity from
other sources including artifacts. While the channel-level analysis
did reveal significant hemispheric alpha lateralization, the signalto-noise ratio was improved by applying the beamformer source
analysis [81]. Indeed, the beamformer successfully suppressed the
ballistocardiogram artifact without additional processing. The
voxels in posterior cortex (defined as MNI y-coordinate less than
zero) exhibiting a maximal (left) and minimal (right) AMI value
were used for further analysis. First, the alpha power per trial was
extracted for correlation with the fMRI data. Second, the time–
frequency representations of the task effects at these source
locations were computed with a frequency-specific beamformer
(Figure 2B and 2C) to show frequency and temporal specificity.

An MRI-compatible EEG cap with 63 EEG channels plus one
electrocardiogram channel was used with a 5,000-Hz sampling
rate, with hardware filter settings of 250-Hz low-pass and a highpass 10-s time constant (BrainCap; Brain Products, Easycap;
extended international 10–20 layout). The MRI-compatible
amplifiers were placed out of the MRI, near the participant’s
body. A Polhemus FASTRAK device was used to record the exact
location of each EEG electrode on the participant’s head relative
to three fiducial points. An infrared eye tracker (50-Hz sampling
rate) was used to monitor eye movements. Files of raw data plus
explanatory files for the EEG–fMRI experiment are available from
the Dryad database (http://dx.doi.org/10.5061/dryad.2hr38).

fMRI Preprocessing
The multi-echoes of both the main fMRI and localizer task were
combined using a linear weighting of the echoes based on signalto-noise ratio [75]. This procedure simultaneously applied rigidbody motion correction. Using SPM8 (http://www.fil.ion.ucl.ac.
uk/spm), spatial smoothing was applied to the localizer EPI
volumes with a full-width at half-maximum of twice the voxel size.
The eighth EPI volume from the functional localizer task was
spatially aligned to the eighth EPI volume of the main task in order
to match spin history effects (considering the 4-s gap in the main
task); the same transformation was applied to all the localizer EPI
volumes. Next, the fifth EPI volume of the main task (with greater
T1 weighting) was then spatially aligned to the structural MRI of
that participant; the same transformation was applied to all EPI
volumes. The structural MRI was then non-rigidly warped to the
MNI T1 template; the same warping was applied to all functional
EPI volumes.

fMRI Ventral Region Analysis
To obtain the ventral functional ROIs, statistical t-tests
contrasting the face blocks with the landscape blocks in the
localizer task were computed in a GLM with fixation-only blocks
as well as motion parameters included as regressors of no interest
[74]. Since the voxels found significant at a threshold of p,0.05
(FWE corrected) in some cases resided outside of inferior temporal
cortex (e.g., parietal or frontal cortex), the significant voxel mask
was further masked by regions of ‘‘FFA’’ and ‘‘PPA’’ obtained
from the Neurosynth database (http://neurosynth.org/). We
excluded the dorsal object-selective regions in order to exclude
viewpoint-specific activations [76]. From this dual mask of voxels,
the time courses from the PPA and FFA were extracted (Figure
S3). The BOLD response per trial was computed from the average
of the EPI volumes beginning 4.5 s and 6.5 s after face/landscape
stimulus onset. These time points were determined as those for
which the greatest modulation of attention between faces and
landscapes occurred (Figure S3C and S3D).
Activity per trial was averaged over all voxels within a region for
a given participant. The BMI was computed per participant
(Figure 3) to demonstrate the effects of attention on the FFA and
PPA. The values of BMI over participants for a given region were
tested for a difference from zero in a two-sided t-test (p,0.05).

Correlation between Occipital EEG and Occipital fMRI
The trial-by-trial Pearson correlation of alpha power and
BOLD signal within a participant was computed. Four different
correlations were computed: separately from each hemisphere in
visual cortex and separately for each spatial attention condition.
The alpha power was extracted from the voxel in each participant
of maximal AMI in the left hemisphere and minimal AMI in the
right hemisphere. The BOLD signal was extracted from voxels
within a 1-cm radius of this location, defined by the EEG and
averaged over voxels. The BOLD response per trial was computed
from the average of the EPI volumes beginning 4.5 s and 6.5 s
after picture onset. For a given correlation, all valid trials were
used (valid trials were defined as those with a correct response of
non-match and not rejected for artifacts). The values of correlation
over all participants were tested in a two-sided t-test (p,0.05
threshold, Bonferroni corrected).

Correlation between Occipital EEG and fMRI in ObjectSelective Ventral Regions
The trial-by-trial Spearman correlation of alpha power and
BOLD within a participant was computed. For a given
correlation, all valid trials were used (valid trials were defined as
those with a correct response of non-match and not rejected for
artifacts). On each trial, the alpha power was calculated from only
either the contralateral or ipsilateral hemisphere, and the BOLD
amplitude was derived only from the region of the attended or
unattended object category (from the functional localizers). The
values of correlation over all participants were tested in a twosided t-test (p,0.05 threshold, Bonferroni corrected). To assess

EEG Analysis
Preprocessing and source localization of EEG data was
computed using the FieldTrip toolbox [77] (http://fieldtrip.
fcdonders.nl). Trials and channels with excessive artifacts were
rejected; subsequently, the data was rereferenced to the average of
all remaining channels and down-sampled to 500 Hz. A threeshell boundary element model precomputed based on a template
segmented T1 brain (segmentation from BrainWeb; http://
brainweb.bic.mni.mcgill.ca/brainweb/anatomic_normal.html)
PLOS Biology | www.plosbiology.org
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whether the regions were mutually correlated, the four values
(contralateral alpha power, ipsilateral alpha power, BOLDattended,
and BOLDunattended) were further compared using a partial
Spearman correlation. For a given pair (e.g., alphaipsi and
BOLDunattended) to correlate, the other two values (alphacontra
and BOLDattended) were included to be controlled for.

occipital; LLing, left lingual; LMOcc, left middle occipital; LSOcc,
left superior occipital; RCal, right calcarine; RCun, right cuneus;
RIOcc, right inferior occipital; RFus, right fusiform; RLing, right
lingual; RMOcc, right middle occipital; RSOcc, right superior
occipital.
(PDF)

Assessment of Networks Correlating with Occipital Alpha

Figure S2 Regions of interest from FFA and PPA per
participant. Red shows the FFA ROI and blue shows the PPA
ROI. Each ROI is determined by first using the localizer task in
the contrast of faces with landscapes, followed by additional
masking with an anatomical ROI from the Neurosynth database
with search terms ‘‘FFA’’ and ‘‘PPA’’.
(PDF)

To query which putative control regions related to the occipital
alpha activity, irrespective of attended hemifield or object category
of attention, we fitted a GLM to the data using SPM8, which
included all task regressors, regressors explaining non-task
variance, and regressors explaining alpha power modulations.
We used the GLM framework in the SPM8 software to take
advantage of the built-in routines for correction for multiple
comparisons in a whole-brain analysis. Task regressors and alphapower-based regressors were created using the canonical hemodynamic response function in SPM8. We accounted for the two
missing EPI volumes at the moment the trial was presented by
deleting the values in the regressors after convolution with the
hemodynamic response function. The seven task regressors
included trials of (1) attend right face, (2) attend left face, (3)
attend right landscape, (4) attend left landscape, (5) one-back
matches, (6) the first type of catch trial, and (7) the second type of
catch trial. The non-task variance regressors included six motion
regressors, a white-matter seed time course, a cerebrospinal fluid
seed time course, and four regressors modeling each of the
positions of the scans relative to the 4-s scan gap between each trial
to account for T1 effects. Finally, the four alpha regressors
contained the estimated power from the spatial peak in each
occipital hemisphere separately and for each direction of spatial
attention separately, i.e., (1) from the left during attend-left trials,
(2) from the right during attend-right trials, (3) from the left during
attend-right trials, and (4) from the right during attend-left trials.
The four alpha regressors were created by dividing the alpha
power by the mean over all trials, and were included as a
parametric modulator of attend-left and attend-right trials so that
the hemodynamic response was convolved with the alpha power
per trial. However, these two conditions themselves (attend left
and attend right) were not included in the model as regressors
because the variance explained by them can be fully accounted for
by regressors 1–4.
To confirm that the GLM (after mock GLM and deletion of
rows) was set up correctly and that regressors for non-task variance
were appropriately included, a t-test was performed to contrast
attention to the left (attend left face and attend left landscape)
versus attention to the right (attend right face and attend right
landscape); results are shown in Figure S5. The main contrasts of
interest included the alpha power regressors, namely, all four
alpha power regressors together, only the two ipsilateral regressors,
and only the two contralateral regressors. All results were
thresholded by first setting a voxel-uncorrected threshold of p,
0.005 followed by a cluster-level size threshold to correspond to
p,0.05 (FWE corrected).

Figure S3 Time courses of ventral BOLD signals. (A)
BOLD signal from FFA (percent change from pre-task baseline,
offset removed relative to the first time point at 3.5 s) for
attended faces (solid) and attended landscapes (dashed). (B)
BOLD signal from PPA (percent change from pre-task baseline,
offset removed relative to the first time point at 3.5 s) for
attended faces (solid) and attended landscapes (dashed). (C)
BOLD signal from FFA, as the difference in the percent change
from pre-task baseline between attended faces and landscapes
within a participant, averaged over participants. (D) BOLD
signal from PPA, as the difference in the percent change from
pre-task baseline between attended faces and attended landscapes within a participant, averaged over participants. For all
panels, the time points against which the data are plotted refer
to the middle of the time when a given EPI volume was acquired
(e.g., the volume beginning at 2.5 s and ending at 4.5 s is plotted
at 3.5 s). Error bars indicate standard error of the mean over
participants.
(EPS)
Figure S4 Correlation of alpha power and BOLD signal

from the same region in visual cortex. The trial-by-trial
correlation for each spatial attend condition was considered
separately, and the activity in each hemisphere was also
considered separately. The location was chosen based on the
peak coordinate in each participant of maximal AMI for the left
hemisphere and minimal AMI for the right. Each bar is the mean
over participants (error bar is standard error). All correlations are
significantly negative (*p,0.005) except that in the left occipital
region in the left attention condition. LOcc, left occipital; ROcc,
right occipital.
(EPS)
Figure S5 Regions showing significant modulation with

the task of shifting attention to the left or right. Assessed
in the GLM framework using SPM8 (p,0.005 uncorrected initial
voxel threshold, followed by p,0.05 FWE cluster-level threshold).
These results act as a control analysis for the analysis including the
alpha power as regressors in the GLM framework. (A) BOLD
activity for attention to the left contrasted with attention to the
right. (B) BOLD activity for attention to the right contrasted with
attention to the left.
(EPS)

Supporting Information
Figure S1 Effect of spatial attention on BOLD activity in
visual regions. Each bar represents the average over participants (with standard error) of the difference between conditions of
attend left minus attend right, in percent change from baseline
(asterisk indicates significantly different from zero, p,0.05,
Bonferroni corrected for testing 14 regions). LCal, left calcarine;
LCun, left cuneus; LFus, left fusiform; LIOcc, left inferior
PLOS Biology | www.plosbiology.org

Acknowledgments
We thank Peter Koopmans for helpful discussions on MRI acquisition,
Martine van Schouwenburg for help with setup of the localizer task,
Sander Berends for help with EEG acquisition, and Paul Gaalman for help
with EEG–fMRI acquisition.

10

October 2014 | Volume 12 | Issue 10 | e1001965

Occipital Alpha Activity Gates Information Flow

OJ. Performed the experiments: JMZ RS. Analyzed the data: JMZ.
Contributed reagents/materials/analysis tools: RS JS DGN OJ. Wrote the
paper: JMZ RS OJ.

Author Contributions
The author(s) have made the following declarations about their
contributions: Conceived and designed the experiments: JMZ RS DGN

References
31. Capotosto P, Babiloni C, Romani GL, Corbetta M (2009) Frontoparietal cortex
controls spatial attention through modulation of anticipatory alpha rhythms.
J Neurosci 29: 5863–5872.
32. Chang C, Liu Z, Chen MC, Liu X, Duyn JH (2013) EEG correlates of timevarying BOLD functional connectivity. Neuroimage 72: 227–236.
33. Sadaghiani S, Scheeringa R, Lehongre K, Morillon B, Giraud AL, et al. (2010)
Intrinsic connectivity networks, alpha oscillations, and tonic alertness: a
simultaneous electroencephalography/functional magnetic resonance imaging
study. J Neurosci 30: 10243–10250.
34. Mo J, Liu Y, Huang H, Ding M (2013) Coupling between visual alpha
oscillations and default mode activity. Neuroimage 68: 112–118.
35. Jann K, Dierks T, Boesch C, Kottlow M, Strik W, et al. (2009) BOLD correlates
of EEG alpha phase-locking and the fMRI default mode network. Neuroimage
45: 903–916.
36. Kanwisher N, McDermott J, Chun MM (1997) The fusiform face area: a
module in human extrastriate cortex specialized for face perception. J Neurosci
17: 4302–4311.
37. Furey ML, Tanskanen T, Beauchamp MS, Avikainen S, Uutela K, et al. (2006)
Dissociation of face-selective cortical responses by attention. Proc Natl Acad
Sci U S A 103: 1065–1070.
38. Epstein R, Kanwisher N (1998) A cortical representation of the local visual
environment. Nature 392: 598–601.
39. Tzourio-Mazoyer N, Landeau B, Papathanassiou D, Crivello F, Etard O, et al.
(2002) Automated anatomical labeling of activations in SPM using a
macroscopic anatomical parcellation of the MNI MRI single-subject brain.
Neuroimage 15: 273–289.
40. Sylvester CM, Jack AI, Corbetta M, Shulman GL (2008) Anticipatory
suppression of nonattended locations in visual cortex marks target location
and predicts perception. J Neurosci 28: 6549–6556.
41. Saygin AP, Sereno MI (2008) Retinotopy and attention in human occipital,
temporal, parietal, and frontal cortex. Cereb Cortex 18: 2158–2168.
42. Kastner S, De Weerd P, Desimone R, Ungerleider LG (1998) Mechanisms of
directed attention in the human extrastriate cortex as revealed by functional
MRI. Science 282: 108–111.
43. Gazzaley A, Cooney JW, McEvoy K, Knight RT, D’Esposito M (2005) Topdown enhancement and suppression of the magnitude and speed of neural
activity. J Cogn Neurosci 17: 507–517.
44. Reddy L, Kanwisher NG, VanRullen R (2009) Attention and biased
competition in multi-voxel object representations. Proc Natl Acad Sci U S A
106: 21447–21452.
45. Prado J, Weissman DH (2011) Spatial attention influences trial-by-trial
relationships between response time and functional connectivity in the visual
cortex. Neuroimage 54: 465–473.
46. Al-Aidroos N, Said CP, Turk-Browne NB (2012) Top-down attention switches
coupling between low-level and high-level areas of human visual cortex. Proc
Natl Acad Sci U S A 109: 14675–14680.
47. Jensen O, Bonnefond M, VanRullen R (2012) An oscillatory mechanism for
prioritizing salient unattended stimuli. Trends Cogn Sci 16: 200–206.
48. Brookes MJ, Woolrich M, Luckhoo H, Price D, Hale JR, et al. (2011)
Investigating the electrophysiological basis of resting state networks using
magnetoencephalography. Proc Natl Acad Sci U S A 108: 16783–16788.
49. Spaak E, de Lange FP, Jensen O (2014) Local entrainment of alpha oscillations by
visual stimuli causes cyclic modulation of perception. J Neurosci 34: 3536–3544.
50. Romei V, Gross J, Thut G (2010) On the role of prestimulus alpha rhythms over
occipito-parietal areas in visual input regulation: correlation or causation?
J Neurosci 30: 8692–8697.
51. Mathewson KE, Prudhomme C, Fabiani M, Beck DM, Lleras A, et al. (2012)
Making waves in the stream of consciousness: entraining oscillations in EEG
alpha and fluctuations in visual awareness with rhythmic visual stimulation.
J Cogn Neurosci 24: 2321–2333.
52. Pesonen M, Hamalainen H, Krause CM (2007) Brain oscillatory 4–30 Hz
responses during a visual n-back memory task with varying memory load. Brain
Res 1138: 171–177.
53. Roux F, Uhlhaas PJ (2014) Working memory and neural oscillations: alphagamma versus theta-gamma codes for distinct WM information? Trends Cogn
Sci 18: 16–25.
54. Rousselet GA, Thorpe SJ, Fabre-Thorpe M (2004) How parallel is visual
processing in the ventral pathway? Trends Cogn Sci 8: 363–370.
55. Davidesco I, Harel M, Ramot M, Kramer U, Kipervasser S, et al. (2013) Spatial
and object-based attention modulates broadband high-frequency responses
across the human visual cortical hierarchy. J Neurosci 33: 1228–1240.
56. Baldauf D, Desimone R (2014) Neural mechanisms of object-based attention.
Science 344: 424–427.
57. Snyder AC, Foxe JJ (2010) Anticipatory attentional suppression of visual features
indexed by oscillatory alpha-band power increases: a high-density electrical
mapping study. J Neurosci 30: 4024–4032.

1. Kastner S, Ungerleider LG (2000) Mechanisms of visual attention in the human
cortex. Annu Rev Neurosci 23: 315–341.
2. Thut G, Miniussi C, Gross J (2012) The functional importance of rhythmic
activity in the brain. Curr Biol 22: R658–R663.
3. Fell J, Axmacher N (2011) The role of phase synchronization in memory
processes. Nat Rev Neurosci 12: 105–118.
4. Siegel M, Donner TH, Engel AK (2012) Spectral fingerprints of large-scale
neuronal interactions. Nat Rev Neurosci 13: 121–134.
5. Fries P (2005) A mechanism for cognitive dynamics: neuronal communication
through neuronal coherence. Trends Cogn Sci 9: 474–480.
6. Pfurtscheller G, Aranibar A (1977) Event-related cortical desynchronization
detected by power measurements of scalp EEG. Electroencephalogr Clin
Neurophysiol 42: 817–826.
7. Handel BF, Haarmeier T, Jensen O (2011) Alpha oscillations correlate with the
successful inhibition of unattended stimuli. J Cogn Neurosci 23: 2494–2502.
8. Thut G, Nietzel A, Brandt SA, Pascual-Leone A (2006) Alpha-band
electroencephalographic activity over occipital cortex indexes visuospatial
attention bias and predicts visual target detection. J Neurosci 26: 9494–9502.
9. Worden MS, Foxe JJ, Wang N, Simpson GV (2000) Anticipatory biasing of
visuospatial attention indexed by retinotopically specific alpha-band electroencephalography increases over occipital cortex. J Neurosci 20: RC63.
10. Sauseng P, Klimesch W, Stadler W, Schabus M, Doppelmayr M, et al. (2005) A
shift of visual spatial attention is selectively associated with human EEG alpha
activity. Eur J Neurosci 22: 2917–2926.
11. Klimesch W (2012) Alpha-band oscillations, attention, and controlled access to
stored information. Trends Cogn Sci 16: 606–617.
12. Adrian ED (1944) Brain rhythms. Nature 153: 360–362.
13. Gould IC, Rushworth MF, Nobre AC (2011) Indexing the graded allocation of
visuospatial attention using anticipatory alpha oscillations. J Neurophysiol 105:
1318–1326.
14. Zanto TP, Rubens MT, Thangavel A, Gazzaley A (2011) Causal role of the
prefrontal cortex in top-down modulation of visual processing and working
memory. Nat Neurosci 14: 656–661.
15. Zanto TP, Gazzaley A (2009) Neural suppression of irrelevant information
underlies optimal working memory performance. J Neurosci 29: 3059–3066.
16. Sauseng P, Klimesch W, Heise KF, Gruber WR, Holz E, et al. (2009) Brain
oscillatory substrates of visual short-term memory capacity. Curr Biol 19: 1846–
1852.
17. Volberg G, Kliegl K, Hanslmayr S, Greenlee MW (2009) EEG alpha oscillations
in the preparation for global and local processing predict behavioral
performance. Hum Brain Mapp 30: 2173–2183.
18. Saalmann YB, Pinsk MA, Wang L, Li X, Kastner S (2012) The pulvinar
regulates information transmission between cortical areas based on attention
demands. Science 337: 753–756.
19. Fries P, Womelsdorf T, Oostenveld R, Desimone R (2008) The effects of visual
stimulation and selective visual attention on rhythmic neuronal synchronization
in macaque area V4. J Neurosci 28: 4823–4835.
20. Buffalo EA, Fries P, Landman R, Buschman TJ, Desimone R (2011) Laminar
differences in gamma and alpha coherence in the ventral stream. Proc Natl Acad
Sci U S A 108: 11262–11267.
21. Fries P, Reynolds JH, Rorie AE, Desimone R (2001) Modulation of oscillatory
neuronal synchronization by selective visual attention. Science 291: 1560–1563.
22. Romei V, Brodbeck V, Michel C, Amedi A, Pascual-Leone A, et al. (2008)
Spontaneous fluctuations in posterior alpha-band EEG activity reflect variability
in excitability of human visual areas. Cereb Cortex 18: 2010–2018.
23. Haegens S, Nacher V, Luna R, Romo R, Jensen O (2011) alpha-Oscillations in
the monkey sensorimotor network influence discrimination performance by
rhythmical inhibition of neuronal spiking. Proc Natl Acad Sci U S A 108:
19377–19382.
24. Spaak E, Bonnefond M, Maier A, Leopold DA, Jensen O (2012) Layer-specific
entrainment of gamma-band neural activity by the alpha rhythm in monkey
visual cortex. Curr Biol 22: 2313–2318.
25. Goldman RI, Stern JM, Engel J Jr, Cohen MS (2002) Simultaneous EEG and
fMRI of the alpha rhythm. Neuroreport 13: 2487–2492.
26. Laufs H, Kleinschmidt A, Beyerle A, Eger E, Salek-Haddadi A, et al. (2003)
EEG-correlated fMRI of human alpha activity. Neuroimage 19: 1463–1476.
27. Moosmann M, Ritter P, Krastel I, Brink A, Thees S, et al. (2003) Correlates of
alpha rhythm in functional magnetic resonance imaging and near infrared
spectroscopy. Neuroimage 20: 145–158.
28. Scheeringa R, Fries P, Petersson KM, Oostenveld R, Grothe I, et al. (2011)
Neuronal dynamics underlying high- and low-frequency EEG oscillations
contribute independently to the human BOLD signal. Neuron 69: 572–583.
29. Jensen O, Mazaheri A (2010) Shaping functional architecture by oscillatory
alpha activity: gating by inhibition. Front Hum Neurosci 4: 186.
30. Foxe JJ, Snyder AC (2011) The role of alpha-band brain oscillations as a sensory
suppression mechanism during selective attention. Front Psychol 2: 154.

PLOS Biology | www.plosbiology.org

11

October 2014 | Volume 12 | Issue 10 | e1001965

Occipital Alpha Activity Gates Information Flow

70. Lopes da Silva FH, Vos JE, Mooibroek J, Van Rotterdam A (1980) Relative
contributions of intracortical and thalamo-cortical processes in the generation of
alpha rhythms, revealed by partial coherence analysis. Electroencephalogr Clin
Neurophysiol 50: 449–456.
71. Grosbras MH, Paus T (2003) Transcranial magnetic stimulation of the human
frontal eye field facilitates visual awareness. Eur J Neurosci 18: 3121–3126.
72. Silvanto J, Lavie N, Walsh V (2006) Stimulation of the human frontal eye fields
modulates sensitivity of extrastriate visual cortex. J Neurophysiol 96: 941–945.
73. Corbetta M, Kincade MJ, Lewis C, Snyder AZ, Sapir A (2005) Neural basis and
recovery of spatial attention deficits in spatial neglect. Nat Neurosci 8: 1603–
1610.
74. van Schouwenburg MR, den Ouden HE, Cools R (2010) The human basal
ganglia modulate frontal-posterior connectivity during attention shifting.
J Neurosci 30: 9910–9918.
75. Poser BA, Versluis MJ, Hoogduin JM, Norris DG (2006) BOLD contrast
sensitivity enhancement and artifact reduction with multiecho EPI: parallelacquired inhomogeneity-desensitized fMRI. Magn Reson Med 55: 1227–1235.
76. Konen CS, Kastner S (2008) Two hierarchically organized neural systems for
object information in human visual cortex. Nat Neurosci 11: 224–231.
77. Oostenveld R, Fries P, Maris E, Schoffelen JM (2011) FieldTrip: open source
software for advanced analysis of MEG, EEG, and invasive electrophysiological
data. Comput Intell Neurosci 2011: 156869.
78. Oostenveld R, Stegeman DF, Praamstra P, van Oosterom A (2003) Brain
symmetry and topographic analysis of lateralized event-related potentials. Clin
Neurophysiol 114: 1194–1202.
79. Sarela J, Valpola H (2005) Denoising source separation. J Mach Learn Res 6:
233–272.
80. Gross J, Kujala J, Hamalainen M, Timmermann L, Schnitzler A, et al. (2001)
Dynamic imaging of coherent sources: studying neural interactions in the human
brain. Proc Natl Acad Sci U S A 98: 694–699.
81. Brookes MJ, Vrba J, Mullinger KJ, Geirsdottir GB, Yan WX, et al. (2009)
Source localisation in concurrent EEG/fMRI: applications at 7T. Neuroimage
45: 440–452.

58. Ester EF, Serences JT, Awh E (2009) Spatially global representations in human
primary visual cortex during working memory maintenance. J Neurosci 29:
15258–15265.
59. Haegens S, Handel BF, Jensen O (2011) Top-down controlled alpha band
activity in somatosensory areas determines behavioral performance in a
discrimination task. J Neurosci 31: 5197–5204.
60. van Ede F, Koster M, Maris E (2012) Beyond establishing involvement:
quantifying the contribution of anticipatory alpha- and beta-band suppression to
perceptual improvement with attention. J Neurophysiol 108: 2352–2362.
61. Pfurtscheller G, Brunner C, Schlogl A, Lopes da Silva FH (2006) Mu rhythm
(de)synchronization and EEG single-trial classification of different motor
imagery tasks. Neuroimage 31: 153–159.
62. May ES, Butz M, Kahlbrock N, Hoogenboom N, Brenner M, et al. (2012) Preand post-stimulus alpha activity shows differential modulation with spatial
attention during the processing of pain. Neuroimage 62: 1965–1974.
63. Weisz N, Hartmann T, Muller N, Lorenz I, Obleser J (2011) Alpha rhythms in
audition: cognitive and clinical perspectives. Front Psychol 2: 73.
64. Gomez-Ramirez M, Kelly SP, Molholm S, Sehatpour P, Schwartz TH, et al.
(2011) Oscillatory sensory selection mechanisms during intersensory attention to
rhythmic auditory and visual inputs: a human electrocorticographic investigation. J Neurosci 31: 18556–18567.
65. Buschman TJ, Denovellis EL, Diogo C, Bullock D, Miller EK (2012)
Synchronous oscillatory neural ensembles for rules in the prefrontal cortex.
Neuron 76: 838–846.
66. Corbetta M, Shulman GL (2002) Control of goal-directed and stimulus-driven
attention in the brain. Nat Rev Neurosci 3: 201–215.
67. Sauseng P, Klimesch W, Schabus M, Doppelmayr M (2005) Fronto-parietal
EEG coherence in theta and upper alpha reflect central executive functions of
working memory. Int J Psychophysiol 57: 97–103.
68. Lara AH, Wallis JD (2014) Executive control processes underlying multi-item
working memory. Nat Neurosci 17: 876–883.
69. Manza P, Hau CL, Leung HC (2014) Alpha power gates relevant information
during working memory updating. J Neurosci 34: 5998–6002.

PLOS Biology | www.plosbiology.org

12

October 2014 | Volume 12 | Issue 10 | e1001965

