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The saccadic eye movement system provides an excellent model for investigating basic cognitive processes and
flexible control over behaviour.While themechanism of pro-saccades (PS) iswell known, in the case of the anti-
saccade task (AS) it is still not clear which brain regions play a role in the inhibition of reflexive saccade to the
target, norwhat is the exactmechanismof vector inversion (i.e. orienting in the opposite direction). Independent
component analysis (ICA) is one of the methods being used to establish temporally coherent brain regions, i.e.
neural networks related to the task. In the present study ICA was applied to fMRI data from PS and AS experi-
ments. The study revealed separate networks responsible for saccade generation into the desired direction, the
inhibition of automatic responses, as well as vector inversion. The first function is accomplished by the eye fields
network. The inhibition of automatic responses is associated with the executive control network. Vector inver-
sion seems to be accomplished by the network comprising a large set of areas, including intraparietal sulcus,
precuneus/posterior cingulate cortices, retrosplenial and parahippocampal. Those regions are associated with
the parieto-medial temporal pathway, so far linked only to navigation. These results provide a new insight
into understanding of the processes of the inhibition and vector inversion.

© 2012 Elsevier Inc. All rights reserved.

Introduction

In an extensive body of literature, the saccadic task has been referred
to as a relatively pure cognitive experimental design. A pro-saccadic (PS)
task requires a subject to shift attention and gaze to a target. Functional
neuroimaging studies have identified a number of brain regions in-
volved in PS, including the primary visual cortex, the intraparietal sulcus
(IPS), frontal eye fields (FEF), supplementary eye fields (SEF) and dorso-
lateral prefrontal cortex (DLPFC) (DeSouza et al., 2003; Munoz and
Everling, 2004; Pierrot-Deseilligny et al., 2004). The information from
theprimary visual cortex is processed through several extrastriate visual
areas (Maunsell andNewsome, 1987; Vanni et al., 2001). IPS activity sig-
nifies the salience of a stimulus at a given spatial location (Colby and
Goldberg, 1999) and projects to the frontal lobe. The FEF has a crucial
role in executing voluntary saccades, the SEF is important for the inter-
nally guided decision ofmaking the eyemovement aswell as for the ini-
tiation and performance of saccade sequences (Pierrot-Deseilligny et al.,
2003), while the DLPFC is involved in suppressing automatic, reflexive
responses (Munoz and Everling, 2004). Those regions connect with
each other through specific neural pathways of information flow. The
saccade generation process relies on the dorsal visual stream, the circuit

responsible for visuospatial processing (Goodale and Milner, 1992;
Milner and Goodale, 2008; Rossit et al., 2010; Valyear et al., 2006). A
recent review by Kravitz et al. (2011) revealed three distinct pathways
that emerge from the dorsal visual stream. According to the authors,
the parietal cortex is a seed region for prefrontal, premotor and medial
temporal circuits. A saccadic task is assumed to evoke two of them.
The parieto-prefrontal pathway reaches to the FEF, while the parieto-
premotor pathway reaches to the SEF, maintaining and mediating, re-
spectively, controlled eye movement. So far, the third parieto-medial
temporal pathway was associated strictly with navigation.

In contrast to the PS, an anti-saccadic (AS) task requires shifting
attention and gaze in the direction opposite to a target. Higher cognitive
demands result in significantly longer reaction times (Evdokimidis
et al., 1996) and increased brain activations, for most of the regions, in
comparison to those evoked by the PS (DeSouza et al., 2003; Dyckman
et al., 2007; Everling and Fischer, 1998; McDowell et al., 2008). What
is the exact cause of the activity increase? Performing the anti-
saccades requires two additional processes. A subject must suppress
the unwanted reflexive saccade and inverse the location of the target
to its mirror position. Single-neuron recordings in monkeys have pro-
vided evidence that the brain inhibits the automatic response by reduc-
ing the level of preparatory activity in the saccade circuitry before the
stimulus appears (Munoz and Everling, 2004). The authors point to
the fact that saccade-related neurons in the superior colliculus (SC)
and the FEF show a lower level of activity during the preparatory period
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on anti-saccade trials than that on pro-saccade trials. Several structures
are considered as a possible source of that inhibition, the SEF (Munoz
and Everling, 2004), DLPFC (Pierrot-Deseilligny, 2003) or anterior cin-
gulate cortex (ACC) (Matsuda et al., 2004). However, the exact source
of the inhibition remains unclear. As for the sensorimotor transfor-
mation responsible for inverting the location of the target, also referred
to as vector inversion, numerous studies have linked this cognitive
function with the parietal cortex (Clementz et al., 2007; Medendorp
et al., 2005; Moon et al., 2007; Müri and Nyffeler, 2008; Zhang and
Barash, 2004). Even though AS task has been widely used to study
brain functions such as the inhibition of reflexive responses and target
inversion, it still requires some clarification. If the processes are indeed
independent, evaluating separate neural networks responsible for them
should be possible and might give promising results.

According to a review by McDowell et al. (2008) an evaluation
of functional connectivity between regions supporting saccade gen-
eration would be extremely useful for complementing functional
anatomy information. Although Hwang et al. (2010) applied a func-
tional connectivity analysis to the fMRI data of the AS and PS task,
the authors focus their study exclusively on the inhibitory control,
ignoring the vector inversion process. The goal of their study was to
characterize the age-related development (from childhood to adult-
hood) of the effectively connected regions rather than contribute
to understanding the processes involved in the AS task. Therefore,
to the best of our knowledge, this study is the first that responded
to McDowell et al. (2008) recommendation. To achieve that, an inde-
pendent component analysis (ICA) has been implemented in the
functional magnetic resonance imaging (fMRI) study. ICA is a devel-
oping data-driven approach more and more often used in neuro-
imaging studies (Bell and Sejnowski, 1995; McKeown et al., 1998).
In contrast to fixed model-based approaches, like the General Linear
Model (GLM), it does not rely on poorly defined models, unknown
timing of neuronal activity or variability of hemodynamic response.
Therefore, it may give more insight into the data and detect responses
that would not have been revealed by a GLM analysis (McKeown et al.,
1998; Moeller et al., 2011). Recently growing interest in resting-state
connectivity aims to identify common and repetitive brain networks
(Beckmann et al., 2005; Calhoun et al., 2008; Damoiseaux et al., 2006;
Smith et al., 2009; Varoquaux et al., 2010). The ICA method allows also
for a straightforward analysis of more complex brain imaging experi-
ments including those concerning neurological disorders (Greicius,
2008). Moreover, the implementation of ICA to cognitive experimental
data enables distinguishing brain networks related to task what can im-
prove understanding of the cognitive functions (St Jacques et al., 2011).

The aim of our research was to investigate the neural networks
responsible for separate functions in pro-saccadic and anti-saccadic
tasks. To achieve that we applied ICA to fMRI data, as the method
allows the distinctions of temporally coherent neural networks. Com-
parison and identification of each component with those reported in
the literature enabled us to recognize artifacts and associate neural
networks with their function. A correlation analysis of their time
course with block model provided us with the distinction between
task-related and task-unrelated neural networks. We hypothesized
that there will be AS-related separate network responsible for the in-
hibition of automatic responses as well as separate network involved
in vector inversion. Not only we achieved that but also detected a
parietal-medial temporal pathway that was never before associated
with anti-saccades nor detected with the ICA.

Materials and methods

Participants

Fifteen healthy, male volunteers, with a mean age of 27.4 years
(SD=5.6) participated in the study. All of them were right handed,
had normal vision, no neurological or sleep-related disorders, no

history of head injury, were non-smokers, and drug-free. The subjects
were informed about the procedure and goals of the study and gave
their written consent. They had performed a training session to
get familiar with the MR scanner and with the experimental proce-
dure. The study was approved by the Bioethics Commission at the
Jagiellonian University.

Procedure

Pro-saccadic (PS) and anti-saccadic (AS) tasks were used in the
block design study (Fig. 1). In both tasks a fixation point was dis-
played in the centre of the screen for 30 s; then, a target stimulus
was randomly presented at one of the five right- or five left-side sit-
uated squares, while the fixation point remained continuously visible
(overlap paradigm). The subjects were instructed to direct their
attention and gaze straight ahead toward the fixation point and, when
the target appeared, to execute an eye movement to it and then to
move back to the fixation point (PS task). In the AS task the subjects
were asked not to follow the stimulus, but to target their attention
and gaze at the point in the opposite direction and at the same distance
from the fixation point as the original target. There were five scanning
runs, each containing a 5 min PS and 5 min AS task session. Every task
session was combined with nine blocks, five blocks of fixation point
presentations and four blocks of target presentations, preceded with
verbal information about the type of task. Blocks of targets consisted
of 18 stimuli (each presented for 1500ms with a gap of 500 ms be-
tween the targets). Each block lasted 30 s.

Data acquisition

Magnetic resonance imaging (MRI) was performed using a 1.5 T
General Electric Signa scanner (GE Medical Systems, Milwaukee,
WI). High-resolution, whole-brain anatomical images were acquired
using a T1-weighted sequence. A total of 60 axial slices were obtained
(voxel dimension=0.4×0.4×3 mm3; matrix size=512×512, TR=
25.0 ms, TE=6.0 ms, FOV=22×22 cm2, flip angle=45°) for cor-
egistration with the fMRI data. Functional T2⁎-weighted images were
acquired using a whole-brain echo planar pulse sequence (EPI) with
a TE of 60 ms, matrix size of 128×128, FOV of 22×22 cm2, spatial res-
olution of 1.7×1.7×5 mm3, and a flip angle of 90°. One session was
composed of 100 images for each of the 20 axial slices, taken at an
interleaved fashion with a TR of 3 s. The first three images of each
session were excluded from the functional analysis to allow for the
T1 equilibrium effects.

Data analysis

Data preprocessing
Standard preprocessing procedure was applied using Analysis of

Functional NeuroImage software (Cox, 1996). Firstly, each 3D image
was time-shifted so that the slices were aligned temporally. After
head motion correction, the functional EPI data sets were zero-
padded to match the spatial extent of the anatomic scans, and then
coregistered. Anatomical and functional images were transformed

Fig. 1. Tasks used in the study. In the pro-saccadic (PS) task subjectswere asked to direct their
attention and gaze to the target, while in the anti-saccadic (AS) task to opposite direction.
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into a coordinate system of Talairach space (Talairach and Tournoux,
1988). The functional data were then smoothed using a full-width at a
half maximum isotropic Gaussian kernel of 8 mm. During the scaling
procedure, voxels with low-signal intensity located outside the brain
were excluded from the functional images by a clipping function.

Independent component analysis
The GIFT software package was used to perform a group ICA

(Calhoun et al., 2001) for each task separately. The estimation determin-
ing the number of components was performed usingminimum descrip-
tion length criteria implemented in the software (Li et al., 2007). FastICA
algorithm (Hyvärinen and Oja, 2000) was applied with an estimated
number of components. No scaling of the data was performed. In accor-
dancewith the approach of Calhoun et al. (2008), componentswere fur-
ther coupled across two tasks according to spatial cross-correlation
coefficients and visually inspected for the presence of artifacts.

Next, we have conducted an independent split-data analysis to in-
crease validity of statistical inference and avoid circularity (Kriegeskorte
et al., 2009). Odd scanning runs (set 1) of the experiment were chosen
for derivation of the components, whereas even runs (set 2) were used
for correlation analysis. The equivalence of the components extracted
from the two sets was established through the spatial cross-correlation
analysis. Set 1 enabled recognition and labelling the networks whereas
set 2 enabled selection of the task-related components. Following
Greicius and Menon (2004), the time course of each component of each
subject underwent a correlation analysiswith the taskmodel. Correlation
coefficient values provide ameasure of the degree towhich anetwork ac-
tivates with the task. This analysis step is analogical to the temporal
sorting feature of the GIFT toolbox since the linear regression of one
variable (block model) is analogical to a correlation analysis. A compo-
nent was classified as a task-related neural network if its correlation
coefficient reached significance of pb0.001 in one sample t-test and its
average value was larger than 0.3 (medium or strong correlation). Com-
ponents were then sorted by these values and also tested for the dif-
ference in activation between the two tasks. Additionally, two neural
networks of interest were compared by subtracting their positive maps
from each other.

Results

The GIFT software estimated 14 independent components for
each task. Spatial cross-correlation analysis revealed a clear coupling
of independent components between the PS and AS task (Fig. 2).
Three of them, similar to those reported in the previous studies (Kelly
et al., 2010; Varoquaux et al., 2010), were classified as artifacts. The
maps of the 11 remaining neural networks are presented in Fig. 2 (all
activations are reported at FDR corrected threshold pb0.001). Spatial
cross-correlation coefficients of the split-data confirmed the coupling
of independent components between set 1 of the PS task and set 1 of
the AS task, as well as between the two sets in each task (Table 1).
The networks were labelled and classified as those related to the task
or unrelated to it (see Materials and methods section).

Neural networks related to the task

It has been hypothesized that there would be more task-related
neural networks in the AS than in the PS, as the former is a more com-
plex task. As we expected, only one component was classified as PS-
related network, whereas four fitted to the criteria in the AS task
(Fig. 3A). Their time courses are presented in Fig. 3B. A t-test on the
correlation coefficients for the network common for PS and AS
showed no significant difference (Fig. 3C).

Eye fields network
A component which showed the strongest correlation with the

model (PS: r=0.53; AS: r=0.48; pb0.001; Fig. 3C) represents a network

of regions typically involved in a saccade task (Table 2; Fig. 3A). Activa-
tions of the lateral visual areas (from the primary to the extrastriate
visual cortex) together with IPS point to the temporally coherent
dorsal visual stream (DVS) which integrates the information from the
retinotopic visual fields and transforms it to egocentric frames of refer-
ence e.g. relative to the eye (for review, see Kravitz et al., 2011). The
IPS, also referred to as the human parietal eye field (Pierrot-Deseilligny
et al., 2004), is critically important for various aspects of saccadic control,
including spatial updating and the transformation of sensory input into a
motor command (for review, see McDowell et al., 2008). According to
study of Hu et al. (2009), IPS as a part of posterior parietal cortex plays
a pivotal role in intention. Furthermore, Desmurget and Sirigu (2009)
in the electrical stimulation study of the human cortex showed that the
posterior parietal region is responsible formotor intention and awareness,
whereas stimulationof thepremotor regions triggers themovementwith-
out conscious intention and awareness. The activity of the frontal cortex
within the presented network has obvious references tomotor execution.
The FEF is involved with both reflexive and volitional saccade initiation,
whereas the SEF is responsible for volitional saccade generation
(Ettinger et al., 2008a; McDowell et al., 2008; Munoz and Everling, 2004;
Pierrot-Deseilligny et al., 2004). The putamen has been associated with
the volitional eyemovement (Petit et al., 1993;Neggers et al., 2012); how-
ever, its exact function is still unclear (Watanabe and Munoz, 2011).

A t-test on the correlation coefficients revealed no difference be-
tween the PS and AS tasks (Fig. 3C). The results suggest that this
network is responsible for generating a volitional saccade to a desired
direction, as both tasks equally require perception of stimuli as well
as performance of eye movement. For obvious reasons, we suggest
labelling it the eye field network (EFN).

Parieto-medial temporal network
It was assumed that there would be a network related only to the

AS task, responsible for vector inversion. The second component, cor-
relating with the block model only in the AS task (r=0.43; pb0.001;
Fig. 3C), has a rather complex anatomy. The main activations extend
from the V5/MT along the IPS and reach preSMA and bilaterally the
FEF (Table 2, Fig. 3A). The presence of preSMA and FEF within the net-
work indicates the output of the information flow and cooperation
with executive control network (ECN) and EFN, respectively. Howev-
er, the main activation in the posterior part of the IPS is involved with
another pathway, the parieto-medial temporal. Parietal activations
converge in the medial precuneus and posterior cingulate cortex
(PCC) and diverge to the bilateral retrosplenial cortices (RSC) and
the parahippocampal cortices (PHC). Due to the similarity of the
network with EFN, a differential map of the two was calculated
(pcorb0.001). The difference highlighted the connections of IPS with
PHC (Fig. 4) and that is why we labelled the component parieto-
medial temporal network (PMTN). Bilateral visual cortices were the
only clusters with higher activation for the EFN network (Fig. 4).
The results indicate that, in contrast to externally driven EFN, PTMN
is driven endogenously. Although the exact mechanism triggering
the vector inversion remains unclear, numerous studies have evidenced
the parietal cortex to be involved in this process (Clementz et al., 2007;
Dyckman et al., 2007; Medendorp et al., 2005; Moon et al., 2007;
Nyffeler et al., 2007; Zhang and Barash, 2004). As a matter of fact,
the strongest activation of the PMTN occurs in the posterior IPS
(Table 2).

Considering (1) PMTNengagement only to the AS task, (2) the fact that
it is endogenously driven, and (3) its strongest activation is in the IPS, the
conclusion canbedrawn that the PMTN is responsible strictly for the visuo-
spatial process required to perform an anti-saccade, the vector inversion.

Executive control network
The third network correlating with the AS task (r=0.39; pb0.001;

Fig. 3C) comprised the following brain regions: pre-supplementary
motor area (preSMA) extending to the dorsal part of the anterior
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cingulate cortex (dACC), as well as the bilateral DLPFC, FEF, anterior
insula and thalamus (Table 2, Fig. 3A). Functional connectivity be-
tween those regions has been already shown by Cole and Schneider
(2007) during both rest and cognitive task performance. The network
has been found in many resting-state designs implementing ICA
(Beckmann et al., 2005; Doria et al., 2010; Smith et al., 2009), mostly
subsumed under the terminology of the executive control network
(ECN). Its functions can be associated with the control of goal directed
behaviour, target detection, error detection, conflict resolution, and
the inhibition of automatic responses (Berger and Posner, 2000;
Callejas et al., 2005; Seeley et al., 2007). In the current study, the en-
gagement of ECN in AS tasks can be linked to a process of top-down
control inhibition, i.e. suppressing automatic responses, such as re-
flexive saccades to the target. Indeed, all of the regions comprising
the network have proven to play that inhibiting role. PreSMA enables

suppressing an automatic unwanted action and then switching to
volitionally controlled action (Isoda and Hikosaka, 2007). Curtis and
D'Esposito (2003) showed greater prestimulus preparatory activity
in the preSMA, critically associated with reflex suppression. Although
claiming inconsistency with Curtis and D'Esposito (2003), Brown
et al. (2007) found DLPFC and ACC responsible for presetting, i.e. bias-
ing, the saccade circuitry before the anti-saccade occurrence. The
anterior insula has been shown to be a part of the executive system
(Klein et al., 2007; Marek et al., 2010) and was found to play a role in
response inhibition as well (Brass and Haggard, 2007; Swick et al.,
2011). Finally, the thalamus has been associated with the definite
inhibition of the prepared action and, consequently, involved in execu-
tive operations (Marzinzik and Wahl, 2008). If one considers those
regions as a network, the mentioned results may become more consis-
tent. Our findings are in agreement with those of Hwang et al. (2010)

Fig. 2. Independent components analysis of the PS and AS tasks. T-maps of independent components (pcorb0.001), their labels and spatial cross-correlation coefficients. EFN=eye
fields network; PMTN=parieto-medial temporal network; ECN=executive control network; DMN=default mode network.
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who concluded that active inhibitory control is accomplished by multi-
ple frontal regions rather than a single structure.

Moreover, in contrast to the ECN detected with resting-state
designs, here the network includes the FEF regions. The result sug-
gests that the FEF is the output of the inhibition process conducted
by the network. The results are in agreement with the findings of
inhibition of saccade neurons in the FEF and SC before the target
appears (Munoz and Everling, 2004); however, the SC could not be
detected in the present study, due to the artifacts on the edge of the
scanning field-of-view.

Default mode network
The component correlating negatively, close to the threshold of

component classification, with the AS task (r=−0.26; pb0.001;
Fig. 3C) comprises the following brain regions: the posterior midline
region, the bilateral inferior parietal lobes and the superior frontal
gyrus (Table 2, Fig. 3A). This map corresponds to the default mode
network (DMN), which is one of the most consistent finding of the
fMRI experiments implementing functional connectivity methods,

either in resting-state designs (Beckmann et al., 2005; Calhoun et al.,
2008; Damoiseaux et al., 2006; Smith et al., 2009), or task-based
experiments (Mazoyer et al., 2001; Raichle et al., 2001; for review, see
Buckner et al., 2008). It has been also shown that attentional demand
on the task leads to greater deactivation of the network (Mayer et al.,
2010; McKiernan et al., 2003; Persson et al., 2007; Singh and Fawcett,
2008) due to the reallocation of processing resources from the DMN
to the brain areas involved in the task performance. Greicius and
Menon (2004) have proven that sensory stimuli for most subjects
were not sufficiently challenging to disrupt the network. Since DMN
was detected but unrelated to PS performance, it seems that this task
did not engage the subjects sufficiently enough. In contrast, the negative
correlation of DMN in the AS task suggests that either higher demand
for inhibition (ECN) or vector inversion (PMTN) was a reason why in-
ternally generated cognitive processes were disrupted during the task.

Neural networks unrelated to the tasks

Seven of the detected neural networks are engaged neither in the PS
nor in the AS task. All of them are similar to those identified previously
(Beckmann et al., 2005; Calhoun et al., 2008; Damoiseaux et al., 2006;
Smith et al., 2009; St Jacques et al., 2011; Varoquaux et al., 2010).

The component with parietal and prefrontal activations is referred
to as a frontoparietal network (Calhoun et al., 2008; Smith et al.,
2009). Its common feature across studies is lateralization, as there
are separate components observed for the left and right hemispheres.
The results obtained in the current study also show lateralization
with a maximum of parietal activation in the angular gyrus and few
maxima of prefrontal activation along the inferior frontal sulcus.

Both medial frontal and precuneus components should be referred
to as the systems rather than the network, as they show one main
cluster of activation. Medial frontal is considered as a part of the
DMN (Buckner et al., 2008; Raichle et al., 2001); however, it was
found as a separate component in some ICA studies (Calhoun et al.,
2008; Damoiseaux et al., 2006; Varoquaux et al., 2010). The second
system is centred in the medial part of the Brodmann area 7 (BA7),

Fig. 3. Task-related neural networks. (A) T-maps of task-related neural networks for AS task (pcorb0.001). EFN=eye fields network; PMTN=parieto-medial temporal network;
ECN=executive control network; DMN=default mode network. (B) Time courses of the networks for PS and AS tasks. (C) Correlation coefficients of the time courses with a
task model (with standard errors).

Table 1
Spatial cross-correlation of components between pro-saccade (PS) and anti-saccade (AS)
tasks derived from set 1 and equivalence through the spatial correlation established
between set 1 and set 2.

Description Spatial correlation

PS vs. AS - set1 PS - set1 vs. set2 AS - set1 vs. set2

Frontoparietal right 0.961 0.936 0.920
Medial visual 0.960 0.965 0.965
Sensory–motor 0.959 0.938 0.890
Frontoparietal left 0.936 0.891 0.859
DMN 0.929 0.908 0.826
Medial frontal 0.922 0.826 0.780
Auditory 0.902 0.887 0.910
Precuneus 0.854 0.858 0.959
EFN 0.850 0.734 0.876
ECN 0.842 0.837 0.800
PMTN 0.797 0.706 0.772
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which corresponds to the precuneus. As reported in a review by
Cavanna and Trimble (2006), the precuneus plays a role in a wide
spectrum of highly integrated tasks, such as visuospatial imagery, ep-
isodic memory retrieval, and self-processing.

The remaining task-unrelated networks can be linked to sensory
modalities: the primary visual cortex (medial visual), the somatosen-
sory and motor cortices (sensory–motor) as well as the primary and
secondary auditory cortices (auditory).

Discussion

Application of the ICA in separating brain functions

The goal of this research was to separate the neural networks
responsible for different processes in saccadic tasks. The PS task

requires only EFN for a volitional saccade generation. The AS task, in
addition to the PS task, requires involvement of ECN for the inhibition
of the reflexive saccades to the target and the activation of the PMTN
for the sensorimotor transformation of target location to its mirror
position, i.e. vector inversion. ICA has proven to be a powerful tech-
nique, considering it enabled distinction of brain functions within
a single experimental design. It also eliminates artifacts from the
data and proves temporal coherence of the regions. Furthermore,
the resemblance of the networks among many studies, with either
resting-state or task designs, speaks for the great reliability of the
ICA. However, one should not look for an identical set of regions for
network identification. It seems that key regions of the network pro-
vide enough information to identify it, whereas additional activations
suggest functional connections specific to a given task (e.g. FEF occur-
rence in the ECN). Finally, in the present study, the ICA has revealed
activations that were not reported in previous studies implementing
the same task design, i.e. a parieto-medial temporal pathway within
the PMTN. The medial temporal activations in the AS task might be
too subtle in comparison to the frontal or parietal activations and, in
consequence, mistakenly neglected when standard analysis methods
are applied to the fMRI data. We state that this pathway indeed plays
an important role in the vector inversion process. Its functions are
discussed in detail below.

Parieto-medial temporal pathway

One of the key findings of the study is the involvement of the
parieto-medial temporal pathway in the AS task. The results obtained
here show that the pathway is part of the PMTN, which is responsible
for vector inversion. Numerous studies have already linked the parie-
tal cortex with this sensorimotor transformation (Clementz et al.,
2007; Dyckman et al., 2007; Medendorp et al., 2005; Moon et al.,
2007; Nyffeler et al., 2007; Zhang and Barash, 2004). Zhang and
Barash (2004) employed a memory-delay version of the AS task in
their electrophysiological study with monkeys. The authors found
the activity in monkey analogue of human IPS, 50 ms after the visual
neurons on the opposite side of the brain. Another study proved that
those findings also apply to the human brain. Medendorp et al. (2005)
conducted an event-related fMRI experiment with a memory-delayed
saccade task. They observed IPS activity in response to target location
presented in the contralateral visual field. However, when a cue for a
delayed anti-saccade trial appeared, the activity shifted from one hemi-
sphere to the other. Nyffeler et al. (2007) reported a patientwith a small
right-sided posterior parietal stroke who performed rightwards anti-
saccades markedly hypometric (i.e. undershooted) whereas normal
leftwards anti-saccades and pro-saccades. This anti-saccade inaccuracy
was ascribed to the impairment of visual vector inversion. The authors
claim to provide the evidence that visual vector inversion could be an
intrinsic property of the posterior parietal cortex.

Table 2
Talairach coordinates of maximum positive activations in the networks related to the
anti-saccade task derived from set 1.

Region Side x y z T

EFN
Inferior occipital gyrus R 14 −82 −6 11.29

L −24 −86 −2 9.73
Posterior IPS L −22 −70 46 11.07

R 28 −64 48 15.10
SEF M 0 −6 62 10.99
FEF R 52 −2 30 7.46

L −42 −12 40 10.74
Superior frontal gyrus M 12 38 48 6.81
Putamen R 24 −6 6 14.64

L −16 −2 12 8.88

ECN
Dorsal ACC M 8 12 40 15.79
PreSMA M 2 2 52 19.96
FEF R 32 0 52 15.12

L −18 −2 60 13.41
DLPFC R 30 34 38 7.33

L −26 34 38 11.49
Anterior insula R 36 18 10 6.82

L −30 20 10 12.76
Thalamus R 16 −16 8 8.33

L −10 −18 8 6.35

PMTN
Posterior IPS R 30 −62 40 17.15

L −26 −62 42 17.60
Anterior IPS R 40 −40 52 14.50

L −44 −44 44 16.34
V5/MT R 48 −52 −2 14.40

L −42 −64 16 14.23
PreSMA M −2 2 48 5.88
Lateral FEF R 56 10 32 10.25

L −48 8 28 18.31
FEF R 28 −6 52 6.94

L −34 −4 48 12.66
Supramarginal gyrus L −56 −26 24 10.65
PHC R 30 −34 −10 13.79

L −24 −42 −8 11.03
RSC R 16 −50 6 10.39

L −8 −50 6 10.48
precuneus/PCC M −6 −60 48 10.31

DMN
Posterior midline region M 2 −52 26 41.49
Inferior parietal lobe R 54 −58 20 19.25

L −38 −72 32 12.17
Superior frontal gyrus L −22 28 48 12.66

R 22 28 48 10.20

Note: Side refers to the location of the activation, where M=medial, L=left, and
R=right hemisphere. T values refer to the maximum of cluster (pcorb0.001).
FEF=frontal eye field; SEF=supplementary eye field; IPS=intraparietal sulcus;
ACC=anterior cingulated cortex; preSMA=presupplementary motor area; DLPFC=
dorsolateral prefrontal cortex; PHC=parahippocampal cortex; RSC=retrosplenial
cortex; PCC=posterior cingulate cortex.

Fig. 4. Comparison of eye fields network (EFN) and parieto-medial temporal network
(PMTN). Differential map of PMTN and EFN (pcorb0.001). PCC=posterior cingulate cortex,
RSC=retrosplenial cortex, aIPS=anterior intraparietal sulcus, PHC=parahippocampal
cortex. The difference (PMTN>EFN) highlighted the connections of the IPS with PHC, i.e.
parieto-medial temporal pathway.
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As far as we know, there is no literature linking vector inversion
with the medial temporal lobe. However, numerous studies associate
its function with spatial memory (Bachevalier and Nemanic, 2008;
Bohbot et al., 2000; Ploner et al., 2000). Ploner et al. (2000) found
that patients with right parahippocampal lesions were impaired in
their ability to remember locations in the left visual hemifield and
made saccades to those locations after delays of 30 s. Buffalo et al.
(2006) showed that anterior PHC activates selectively to spatial
encoding. It seems that the connections between IPS and PHC can
be ascribed to encoding and/or retrieving spatial information. PCC,
with the direct interconnectivity to IPS (Kravitz et al., 2011), contrib-
utes to the translation between egocentric representations of space in
the parietal cortex and the allocentric representations in the para-
hippocampal cortices (Vogt et al., 1992). Dean and Platt (2006) pro-
vide evidence that this translation applies to the saccadic task, as
they found PCC encoding the location of saccade's target in allocentric
coordinates. Studies with navigation tasks revealed that the PHC en-
codes a representation of the local scene that allows it to be remem-
bered, whereas the RSC directs one's movement towards navigational
targets that are not currently visible (Epstein, 2008). If one considers
a representation of the inverse target location as a local scene, the
findings have obvious implementation in the AS task. Finally, our re-
sults of PMTN involvement in vector inversion are in agreement with
Bird and Burgess's review (2008), according to which the PHC, with
its strong connections to RSC and IPS, is a key region for the process-
ing of visuospatial information (from the dorsal visual stream).

Our results extend the findings that link the parietal cortex with
vector inversion. We suggest that the inversion of the target's location
is driven endogenously by a temporally coherent brain pathway,
which includes the IPS, precuneus/PCC, RSC and PHC. The parieto-
medial temporal pathway due to its junction of bilateral activations in
the medial PCC and precuneus can be responsible for parietal shift
from one hemisphere to the other, which was reported by Medendorp
et al. (2005). Moreover, a right-sided posterior parietal stroke affecting
only the performance of rightwards anti-saccades and not rightwards
pro-saccade (Nyffeler et al., 2007) could be explained by a lesion of
parieto-medial temporal pathway, leaving EFN unaffected. In summary,
PMTN performs sensorimotor transformation, i.e. vector inversion,with
parieto-medial temporal pathway being responsible for the sensory
transformation of target location and prefrontal connections integrating
with EFN in the motor command.

Associations to the neural framework of visuospatial processing

A recent review by Kravitz et al. (2011) introduced a new neural
framework of visuospatial processing. The authors proposed three
major pathways emerging from the dorsal visual stream with distinct
anatomy and functionality. The first one, parieto-prefrontal pathway,
links the parieto-occipital circuit with the prefrontal cortices, includ-
ing FEF, and is responsible for the initiation of volitional eye move-
ments. The second, parieto-premotor pathway, connects IPS with
SEF and one of its functions is mediating eye movements. The third
pathway, parieto-medial temporal, projects indirectly from the angu-
lar gyrus to medial temporal lobe. The latter includes PCC, RSC as well
as PHC and is claimed to be crucial for navigation. The authors do not
exclude the possibility that it may contribute to other forms of visuo-
spatial function.

The results obtained in the current study provide evidence that
the new framework applies to the neural mechanism underlying the
performance of saccades in humans. The parieto-prefrontal and
parieto-premotor pathways together with the dorsal visual stream
form EFN. Although the two pathways have a distinct anatomy and
function, saccadic tasks evoke both of them coherently. Their pres-
ence within the EFN network confirms that the network is responsi-
ble for both maintaining and mediating eye movement. The parieto-
medial temporal pathway described by Kravitz et al. (2011) shows

strong similarities with the one obtained here, present in PMTN.
They both project from the parietal cortex through PCC and RSC to
the PHC, and in both cases, their function is associated with process-
ing spatial information. It seems we have found another visuospatial
function of the parieto-medial temporal pathway, which is the vector
inversion.

Neural networks unrelated to the tasks

It seems adequate that some of the detected neural networks are
not involved in the task. The components linked to sensory modalities
are activated at some level during the whole time of scanning due to
constant wakefulness. The medial frontal system is separated from
the DMN in our study, similarly to previous research (Calhoun et al.,
2008; Damoiseaux et al., 2006; Varoquaux et al., 2010). Damoiseaux
et al. (2006) explained this division with the finding that the medial
anterior part of the DMN shows more variation of the BOLD signal.
Mantini et al. (2007) found that fMRI signal fluctuations in the medial
prefrontal cortex are strongly connected with the gamma power of
the EEG signal, whereas the rest of the DMN is linked with alpha
and beta power. This division may also be associated with genetic
factor of dopamine levels in brain, recently proven to affect the
BOLD deactivations of medial frontal and medial parietal regions in
PS and AS task (Ettinger et al., 2008b). The fact that DMN is related
to the AS task, whereas medial frontal is not, might be a substantial
information for further research in exploring the functions of those
regions.

As expected, the frontoparietal networkwas not involved in the sac-
cadic tasks. St Jacques et al. (2011) found the left frontoparietal network
to be related to memory retrieval task and being linked to the process-
ing of semantic information that guide the construction of an auto-
biographical memory. However, region similarities, i.e. parietal and
frontal activations, with the EFN networkmake it crucial for recognizing
the two in future studies. It is very often that activations within IPS
and FEF are referred to as a frontoparietal network (Brown et al.,
2007; Corbetta et al., 1998; Connolly et al., 2002; Matsuda et al., 2004;
Medendorp et al., 2011),whatmight raise inconsistencies. Since ICA en-
abled distinction of the two networks, we propose to follow EFN label-
ling for the network comprising IPS, FEF and SEF,whereas frontoparietal
labelling for the network activating widely inferior frontal sulcus and
angular gyrus.

As for the precuneus system, we expected it to be task-related
because numerous studies have linked its function to visuospatial
processing (see review by Cavanna and Trimble, 2006). However,
this brain region is large enough to contribute to multiple functions.
In our study, the precuneus was found to be divided into three func-
tionally distinct parts. The inferior part of the precuneus is located in
the posterior midline region of the DMN. The anterior part of the
precuneus is involved in vector inversion performed by the PMTN,
whereas the posterior part resulted as a separate component. The lat-
ter was not engaged in any task, so no conclusions regarding its func-
tions can be drawn. Whatsoever, the finding is in agreement with the
versatility of precuneus functions reported by Cavanna and Trimble
(2006). The presentation of neural networks unrelated to the task
may contribute to future ICA-based conclusions or at least it can
provide clarification of the network anatomy. Future studies could
address the issue whether the task-unrelated but detected networks
play any role in a given task.

Conclusions

The findings provide evidence that volitional eye movements, i.e.
pro-saccades and anti-saccades, are the result of activity and interac-
tions of separate neural networks. The eye fields network (EFN) is the
most and equally activated in both tasks. Its function involves the
perception of stimulus location, initiation and successful generation
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of saccade into the chosen direction. The parieto-medial temporal
network (PMTN), the executive control network (ECN), and the
default mode network (DMN) were only AS-related. The PMTN is re-
sponsible for the sensorimotor transformation of the target's location
referred to as the vector inversion. The inversion is driven endoge-
nously by a temporally coherent brain pathway within the PMTN,
which includes the IPS, precuneus/PCC, RSC and the PHC. The ECN is
responsible for the inhibition, i.e. suppressing automatic responses,
such as reflexive saccades. Negative activation of DMN only for AS
task results from higher cognitive demands for the inhibition and/or
vector inversion processes.

Revealing neural networks involved in the saccadic task has im-
portant implications for the understanding and potentially dis-
tinguishing the higher-order cognitive functions (McDowell et al.,
2008). The identification of neural networks in the current study pro-
vides an insight into understanding the processes of inhibition and
vector inversion. The former is realised by the set of brain regions
(ECN), and not by a particular one. The presence of FEF within ECN
confirms previous electrophysiological findings that this is the region
that needs to be suppressed in order to withhold an eye movement.
Vector inversion is not an intrinsic property of the parietal cortex
but rather a property of its connection to the medial temporal lobe.
As far as we know, a parieto-medial temporal pathway was never be-
fore associated with anti-saccades nor detected with the ICA. Our
findings highlight the importance of applying novel analysis method,
such as ICA, to fMRI experiments. The modifications of the experi-
mental procedure, e.g. using an event-related design of the delayed
saccade tasks or increasing the salience of the cue, may help to further
investigate the exact nature of the processing within these networks.

Acknowledgments

This research was supported by grants from the Polish Ministry of
Science and Higher Education N106 034 31/3110 and N106 283935.

References

Bachevalier, J., Nemanic, S., 2008. Memory for spatial location and object-place associ-
ations are differently processed by the hippocampal formation, parahippocampal
areas TH/TF and perirhinal cortex. Hippocampus 18, 64–80.

Beckmann, C.F., DeLuca, M., Devlin, J.T., Smith, S.M., 2005. Investigations into resting-
state connectivity using independent component analysis. Philos. Trans. R. Soc.
Lond. B Biol. Sci. 360, 1001–1013.

Bell, A.J., Sejnowski, T.J., 1995. An information-maximization approach to blind separa-
tion and blind deconvolution. Neural Comput. 7, 1129–1159.

Berger, A., Posner, M.I., 2000. Pathologies of brain attentional networks. Neurosci. Bio-
behav. Rev. 24, 3–5.

Bird, C.M., Burgess, N., 2008. The hippocampus and memory: insights from spatial pro-
cessing. Nat. Rev. Neurosci. 9, 182–194.

Bohbot, V.D., Allen, J.J., Nadel, L., 2000.Memory deficits characterized by patterns of lesions to
the hippocampus and parahippocampal cortex. Ann. N. Y. Acad. Sci. 911, 355–368.

Brass, M., Haggard, P., 2007. To do or not to do: the neural signature of self-control.
J. Neurosci. 27, 9141–9145.

Brown, M.R.G., Vilis, T., Everling, S., 2007. Frontoparietal activation with preparation for
antisaccades. J. Neurophysiol. 98, 1751–1762.

Buckner, R.L., Andrews-Hanna, J.R., Schacter, D.L., 2008. The brain's default network:
anatomy, function, and relevance to disease. Ann. N. Y. Acad. Sci. 1124, 1–38.

Buffalo, E.A., Bellgowan, P.S.F., Martin, A., 2006. Distinct roles for medial temporal lobe
structures in memory for objects and their locations. Learn. Mem. 13, 638–643.

Calhoun, V.D., Adali, T., Pearlson, G.D., Pekar, J.J., 2001. A Method for Making Group
Inferences from Functional MRI Data Using Independent Component Analysis.
Hum. Brain Mapp. 151, 140–151.

Calhoun, V.D., Kiehl, K.a., Pearlson, G.D., 2008. Modulation of temporally coherent brain
networks estimated using ICA at rest and during cognitive tasks. Hum. Brain Mapp.
29, 828–838.

Callejas, A., Lupiàñez, J., Funes, M.J., Tudela, P., 2005. Modulations among the alerting,
orienting and executive control networks. Exp. Brain Res. 167, 27–37.

Cavanna, A.E., Trimble, M.R., 2006. The precuneus: a review of its functional anatomy
and behavioural correlates. Brain 129, 564–583.

Clementz, B. a, Brahmbhatt, S.B., McDowell, J.E., Brown, R., Sweeney, J. a, 2007. When
does the brain inform the eyes whether and where to move? An EEG study in
humans. Cereb. Cortex 17, 2634–2643.

Colby, C.L., Goldberg, M.E., 1999. Space and attention in parietal cortex. Annu. Rev.
Neurosci. 22, 319–349.

Cole, M.W., Schneider, W., 2007. The cognitive control network: integrated cortical
regions with dissociable functions. Neuroimage 37, 343–360.

Connolly, J.D., Goodale, M.a, Menon, R.S., Munoz, D.P., 2002. Human fMRI evidence for
the neural correlates of preparatory set. Nat. Neurosci. 5, 1345–1352.

Corbetta, M., Akbudak, E., Conturo, T.E., Snyder, a Z., Ollinger, J.M., Drury, H. a,
Linenweber, M.R., Petersen, S.E., Raichle, M.E., Van Essen, D.C., Shulman, G.L.,
1998. A common network of functional areas for attention and eye movements.
Neuron 21, 761–773.

Cox, R.W., 1996. AFNI: software for analysis and visualization of functional magnetic
resonance neuroimages. Comput. Biomed. Res. 29, 162–173.

Curtis, C.E., D'Esposito, M., 2003. Success and failure suppressing reflexive behavior.
J. Cogn. Neurosci. 15, 409–418.

Damoiseaux, J.S., Rombouts, S.a R.B., Barkhof, F., Scheltens, P., Stam, C.J., Smith, S.M.,
Beckmann, C.F., 2006. Consistent resting-state networks across healthy subjects.
Proc. Natl. Acad. Sci. U.S.A. 103, 13848–13853.

Dean, H.L., Platt, M.L., 2006. Allocentric spatial referencing of neuronal activity in ma-
caque posterior cingulate cortex. J. Neurosci. 26, 1117–1127.

Desmurget, M., Sirigu, A., 2009. A parietal-premotor network for movement intention
and motor awareness. Trends Cogn. Sci. 13, 411–419.

DeSouza, J.F.X., Menon, R.S., Everling, S., 2003. Preparatory set associated with pro-
saccades and anti-saccades in humans investigated with event-related FMRI. J.
Neurophysiol. 89, 1016–1023.

Doria, V., Beckmann, C.F., Arichi, T., Merchant, N., Groppo, M., Turkheimer, F.E.,
Counsell, S.J., Murgasova, M., Aljabar, P., Nunes, R.G., Larkman, D.J., Rees, G.,
Edwards, a D., 2010. Emergence of resting state networks in the preterm human
brain. Proc. Natl. Acad. Sci. U.S.A. 107, 20015–20020.

Dyckman, K.a, Camchong, J., Clementz, B. a, McDowell, J.E., 2007. An effect of context on
saccade-related behavior and brain activity. Neuroimage 36, 774–784.

Epstein, R.a, 2008. Parahippocampal and retrosplenial contributions to human spatial
navigation. Trends Cogn. Sci. 12, 388–396.

Ettinger, U., Ffytche, D.H., Kumari, V., Kathmann, N., Reuter, B., Zelaya, F., Williams,
S.C.R., 2008a. Decomposing the neural correlates of antisaccade eye movements
using event-related FMRI. Cereb. Cortex 18, 1148–1159.

Ettinger, U., Kumari, V., Collier, D.A., Powell, J., Luzi, S., Michel, T.M., Zedomi, O.,
Williams, S.C.R., 2008b. Catechol-O-methyltransferase (COMT) val158met geno-
type is associated with BOLD response as a function of task characteristic.
Neuropsychopharmacology 33, 3046–3057.

Evdokimidis, I., Constantinidis, T.S., Liakopoulos, D., Papageorgiou, C., 1996. The increased re-
action time of antisaccades.Whatmakes the difference? Int. J. Psychophysiol. 22, 61–65.

Everling, S., Fischer, B., 1998. The antisaccade: a review of basic research and clinical
studies. Neuropsychologia 36, 885–899.

Goodale, M.A., Milner, A.D., 1992. Separate visual pathways for perception and action.
Trends Neurosci. 15, 20–25.

Greicius, M., 2008. Resting-state functional connectivity in neuropsychiatric disorders.
Curr. Opin. Neurol. 21, 424–430.

Greicius, M.D., Menon, V., 2004. Default-mode activity during a passive sensory task:
uncoupled fromdeactivationbut impacting activation. J. Cogn. Neurosci. 16, 1484–1492.

Hu, S., Bu, Y., Song, Y., Zhen, Z., Liu, J., 2009. Dissociation of attention and intention in
human posterior parietal cortex: an fMRI study. Eur. J. Neurosci. 29, 2083–2091.

Hwang, K., Velanova, K., Luna, B., 2010. Strengthening of top-down frontal cognitive con-
trol networks underlying the development of inhibitory control: a functionalmagnet-
ic resonance imaging effective connectivity study. J. Neurosci. 30, 15535–15545.

Hyvärinen, A., Oja, E., 2000. Independent component analysis: algorithms and applica-
tions. Neural Netw. 13, 411–430.

Isoda, M., Hikosaka, O., 2007. Switching from automatic to controlled action by monkey
medial frontal cortex. Nat. Neurosci. 10, 240–248.

Kelly, R.E., Alexopoulos, G.S., Wang, Z., Gunning, F.M., Murphy, C.F., Morimoto, S.S.,
Kanellopoulos, D., Jia, Z., Lim, K.O., Hoptman, M.J., 2010. Visual inspection of inde-
pendent components: defining a procedure for artifact removal from fMRI data.
J. Neurosci. Methods 189, 233–245.

Klein, T. a, Endrass, T., Kathmann, N., Neumann, J., von Cramon, D.Y., Ullsperger, M.,
2007. Neural correlates of error awareness. Neuroimage 34, 1774–1781.

Kravitz, D.J., Saleem, K.S., Baker, C.I., Mishkin, M., 2011. A new neural framework for
visuospatial processing. Nat. Rev. Neurosci. 12, 217–230.

Kriegeskorte, N., Simmons, W.K., Bellgowan, P.S.F., Baker, C.I., 2009. Circular analysis in
systems neuroscience: the dangers of double dipping. Nat. Neurosci. 12, 535–540.

Li, Y.-O., Adali, T., Calhoun, V.D., 2007. Estimating the number of independent components
for functional magnetic resonance imaging data. Hum. Brain Mapp. 28, 1251–1266.

Mantini, D., Perrucci, M.G., Del Gratta, C., Romani, G.L., Corbetta, M., 2007. Electrophys-
iological signatures of resting state networks in the human brain. Proc. Natl. Acad.
Sci. U.S.A. 104, 13170–13175.

Marek, T., Fafrowicz, M., Golonka, K., Mojsa-Kaja, J., Oginska, H., Tucholska, K., Urbanik,
A., Beldzik, E., Domagalik, A., 2010. Diurnal patterns of activity of the orienting and
executive attention neuronal networks in subjects performing a Stroop-like task: a
functional magnetic resonance imaging study. Chronobiol. Int. 27, 945–958.

Marzinzik, F., Wahl, M., 2008. The human thalamus is crucially involved in executive
control operations. J. Cogn. Neurosci. 20 (10), 1903–1914.

Matsuda, T., Matsuura, M., Ohkubo, T., Ohkubo, H., Matsushima, E., Inoue, K., Taira, M.,
Kojima, T., 2004. Functional MRI mapping of brain activation during visually guid-
ed saccades and antisaccades: cortical and subcortical networks. Psychiatry Res.
131, 147–155.

Maunsell, J.H., Newsome, W.T., 1987. Visual processing in monkey extrastriate cortex.
Annu. Rev. Neurosci. 10, 363–401.

Mayer, J.S., Roebroeck, A., Maurer, K., Linden, D.E.J., 2010. Specialization in the default
mode: task-induced brain deactivations dissociate between visual working memo-
ry and attention. Hum. Brain Mapp. 31, 126–139.

1332 A. Domagalik et al. / NeuroImage 62 (2012) 1325–1333



Author's personal copy

Mazoyer, B., Zago, L., Mellet, E., Bricogne, S., Etard, O., Houdé, O., Crivello, F., Joliot, M.,
Petit, L., Tzourio-Mazoyer, N., 2001. Cortical networks for working memory and
executive functions sustain the conscious resting state in man. Brain Res. Bull.
54, 287–298.

McDowell, J.E., Dyckman, K.a, Austin, B.P., Clementz, B. a, 2008. Neurophysiology and
neuroanatomy of reflexive and volitional saccades: evidence from studies of
humans. Brain Cogn. 68, 255–270.

McKeown, M.J., Makeig, S., Brown, G.G., Jung, T.P., Kindermann, S.S., Bell, a J., Sejnowski,
T.J., 1998. Analysis of fMRI data by blind separation into independent spatial com-
ponents. Hum. Brain Mapp. 6, 160–188.

McKiernan, K. a, Kaufman, J.N., Kucera-Thompson, J., Binder, J.R., 2003. A parametric
manipulation of factors affecting task-induced deactivation in functional neuroim-
aging. J. Cogn. Neurosci. 15, 394–408.

Medendorp,W.P., Goltz, H.C., Vilis, T., 2005. Remapping the remembered target location for
anti-saccades in human posterior parietal cortex. J. Neurophysiol. 94, 734–740.

Medendorp, W.P., Buchholz, V.N., Van Der Werf, J., Leoné, F.T.M., 2011. Parietofrontal
circuits in goal-oriented behaviour. Eur. J. Neurosci. 33, 2017–2027.

Milner, A.D., Goodale, M.A., 2008. Two visual systems re-viewed. Neuropsychologia 46,
774–785.

Moeller, F., LeVan, P., Gotman, J., 2011. Independent component analysis (ICA) of gen-
eralized spike wave discharges in fMRI: comparison with general linear model-
based EEG-fMRI. Hum. Brain Mapp. 32, 209–217.

Moon, S.Y., Barton, J.J.S., Mikulski, S., Polli, F.E., Cain, M.S., Vangel, M., Hämäläinen, M.S.,
Manoach, D.S., 2007. Where left becomes right: a magnetoencephalographic study
of sensorimotor transformation for antisaccades. Neuroimage 36, 1313–1323.

Munoz, D.P., Everling, S., 2004. Look away: the anti-saccade task and the voluntary con-
trol of eye movement. Nat. Rev. Neurosci. 5, 218–228.

Müri, R.M., Nyffeler, T., 2008. Neurophysiology and neuroanatomy of reflexive and
volitional saccades as revealed by lesion studies with neurological patients and
transcranial magnetic stimulation (TMS). Brain Cogn. 68, 284–292.

Neggers, S.F.W., Diepen, R.M.V., Zandbelt, B.B., Vink, M., Gutteling, T.P., 2012. A Func-
tional and Structural Investigation of the Human Fronto-Basal Volitional Saccade
Network 7.

Nyffeler, T., Rivaud-Pechoux, S., Pierrot-Deseilligny, C., Diallo, R., Gaymard, B., 2007. Vi-
sual vector inversion in the posterior parietal cortex. Neuroreport 18, 917–920.

Persson, J., Lustig, C., Nelson, J.K., Reuter-Lorenz, P.a, 2007. Age differences in deactiva-
tion: a link to cognitive control? J. Cogn. Neurosci. 19, 1021–1032.

Petit, L., Orssaud, C., Tzourio, N., Salamon, G., Mazoyer, B., Berthoz, A., 1993. PET study
of voluntary saccadic eye movements in humans: basal ganglia-thalamocortical
system and cingulate cortex involvement. J. Neurophysiol. 69, 1009–1017.

Pierrot-Deseilligny, C., 2003. Decisional role of the dorsolateral prefrontal cortex in
ocular motor behaviour. Brain 126, 1460–1473.

Pierrot-Deseilligny, C., Müri, R.M., Ploner, C.J., Gaymard, B., Rivaud-Péchoux, S., 2003.
Cortical control of ocular saccades in humans: a model for motricity. Prog. Brain
Res. 142, 3–17.

Pierrot-Deseilligny, C., Milea, D., Müri, R.M., 2004. Eye movement control by the cere-
bral cortex. Curr. Opin. Neurol. 17, 17–25.

Ploner, C.J., Gaymard, B.M., Rivaud-Péchoux, S., Baulac, M., Clémenceau, S., Samson, S.,
Pierrot-Deseilligny, C., 2000. Lesions affecting the parahippocampal cortex yield
spatial memory deficits in humans. Cereb. Cortex 10, 1211–1216.

Raichle, M.E., MacLeod, a M., Snyder, a Z., Powers, W.J., Gusnard, D. a, Shulman, G.L.,
2001. A default mode of brain function. Proc. Natl. Acad. Sci. U.S.A. 98, 676–682.

Rossit, S., Szymanek, L., Butler, S.H., Harvey, M., 2010. Memory-guided saccade process-
ing in visual form agnosia (patient DF). Exp. Brain Res. 200, 109–116.

Seeley, W.W., Menon, V., Schatzberg, A.F., Keller, J., Glover, G.H., Kenna, H., Reiss, A.L.,
Greicius, M.D., 2007. Dissociable intrinsic connectivity networks for salience pro-
cessing and executive control. J. Neurosci. 27, 2349–2356.

Singh, K.D., Fawcett, I.P., 2008. Transient and linearly graded deactivation of the human
default-mode network by a visual detection task. Neuroimage 41, 100–112.

Smith, S.M., Fox, P.T., Miller, K.L., Glahn, D.C., Fox, P.M., Mackay, C.E., Filippini, N.,
Watkins, K.E., Toro, R., Laird, A.R., Beckmann, C.F., 2009. Correspondence of the
brain's functional architecture during activation and rest. Proc. Natl. Acad. Sci.
U.S.A. 106, 13040–13045.

St Jacques, P.L., Kragel, P.a, Rubin, D.C., 2011. Dynamic neural networks supporting
memory retrieval. Neuroimage 57, 608–616.

Swick, D., Ashley, V., Turken, U., 2011. Are the neural correlates of stopping and not
going identical? Quantitative meta-analysis of two response inhibition tasks.
Neuroimage 56, 1655–1665.

Talairach, J., Tournoux, P., 1988. A Co-planar Stereotaxic Atlas of the Human Brain.
Thieme, New York.

Valyear, K.F., Culham, J.C., Sharif, N.,Westwood, D., Goodale,M.A., 2006. A double dissociation
between sensitivity to changes in object identity and object orientation in the ventral
and dorsal visual streams: a human fMRI study. Neuropsychologia 44, 218–228.

Vanni, S., Tanskanen, T., Seppä, M., Uutela, K., Hari, R., 2001. Coinciding early activation
of the human primary visual cortex and anteromedial cuneus. Proc. Natl. Acad. Sci.
U.S.A. 98, 2776–2780.

Varoquaux, G., Sadaghiani, S., Pinel, P., Kleinschmidt, a, Poline, J.B., Thirion, B., 2010. A
group model for stable multi-subject ICA on fMRI datasets. Neuroimage 51, 288–299.

Vogt, B.A., Finch, D.M., Olson, C.R., 1992. Functional heterogeneity in cingulate cortex:
the anterior executive and posterior evaluative regions. Cereb. Cortex 2, 435–443.

Watanabe, M., Munoz, D.P., 2011. Probing basal ganglia functions by saccade eye move-
ments. Eur. J. Neurosci. 33, 2070–2090.

Zhang, M., Barash, S., 2004. Persistent LIP activity in memory antisaccades: working
memory for a sensorimotor transformation. J. Neurophysiol. 91, 1424–1441.

1333A. Domagalik et al. / NeuroImage 62 (2012) 1325–1333


