ExLibris
RapidILL

Rapid #: -19234369

CROSS REF ID:
LENDER:
BORROWER:

TYPE:
JOURNAL TITLE:

USER JOURNAL TITLE:

ARTICLE TITLE:

ARTICLE AUTHOR:
VOLUME:

ISSUE:

MONTH:

YEAR:

PAGES:

ISSN:

OCLC #:

PATRON:

Processed by RapidX:

1105481

COF :: Morgan Library
MUU :: Main Library

Article CC:CCL
Neurolmage

Neurolmage

The neural mechanisms of semantic and response conflicts: An fMRI study of practice-related

effects in the Stroop task
Chen, Zhencai,

66

1

2013

577-
1053-8119

Moll, Heather

6/29/2022 10:40:56 AM

This material may be protected by copyright law (Title 17 U.S. Code)




Neurolmage 66 (2013) 577-584

Contents lists available at SciVerse ScienceDirect

Neurolmage

journal homepage: www.elsevier.com/locate/ynimg

The neural mechanisms of semantic and response conflicts: An fMRI study QCrossMark
of practice-related effects in the Stroop task

Zhencai Chen *!, Xu Lei *', Cody Ding *°, Hong Li ¢, Antao Chen ®%*

2 Key Laboratory of Cognition and Personality (Ministry of Education) and School of Psychology, Southwest University, Chongqing, China
b Department of Educational Psychology, Research, and Evaluation, University of Missouri-St. Louis, St. Louis, MO, USA
¢ Research Center of Psychological Development and Education, Liaoning Normal University, Dalian, Liaoning, China

ARTICLE INFO ABSTRACT

Article history:
Accepted 19 October 2012
Available online 24 October 2012

Previous studies have demonstrated that there are separate neural mechanisms underlying semantic and re-
sponse conflicts in the Stroop task. However, the practice effects of these conflicts need to be elucidated and
the possible involvements of common neural mechanisms are yet to be established. We employed functional
magnetic resonance imaging (fMRI) in a 4-2 mapping practice-related Stroop task to determine the neural
substrates under these conflicts. Results showed that different patterns of brain activations are associated
with practice in the attentional networks (e.g., dorsolateral prefrontal cortex (DLPFC), anterior cingulate cor-
Response conflict tex (ACC), and posterior parietal cortex (PPC)) for both conflicts, response control regions (e.g., inferior fron-
Practice effects tal junction (IF]), inferior frontal gyrus (IFG)/insula, and pre-supplementary motor areas (pre-SMA)) for
fMRI semantic conflict, and posterior cortex for response conflict. We also found areas of common activation in
the left hemisphere within the attentional networks, for the early practice stage in semantic conflict and
the late stage in “pure” response conflict using conjunction analysis. The different practice effects indicate
that there are distinct mechanisms underlying these two conflict types: semantic conflict practice effects
are attributable to the automation of stimulus processing, conflict and response control; response conflict
practice effects are attributable to the proportional increase of conflict-related cognitive resources. In addi-
tion, the areas of common activation suggest that the semantic conflict effect may contain a partial response
conflict effect, particularly at the beginning of the task. These findings indicate that there are two kinds of re-
sponse conflicts contained in the key-pressing Stroop task: the vocal-level (mainly in the early stage) and
key-pressing (mainly in the late stage) response conflicts; thus, the use of the subtraction method for the ex-
ploration of semantic and response conflicts may need to be further examined.

© 2012 Elsevier Inc. All rights reserved.
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Introduction (PPC), supplementary motor areas (SMA), and pre-supplementary

motor areas (pre-SMA) (Aron, 2011; Banich et al,, 2000; Wang et al.,

Conflict control tasks such as the Stroop, Flanker and Simon tasks
have long been used to research human cognitive control functions
(Eriksen and Eriksen, 1974; Simon and Small, 1969; Stroop, 1935).
Cognitive control is a key process of flexible behavior. It helps us
move toward our goals, especially in conflict situations, through the
setting and maintaining of goals, the inhibition of inappropriate re-
sponses, and/or the amplification of target-relevant responses during
behavioral execution (Aron, 2007; Egner and Hirsch, 2005; Miller,
2000; Ridderinkhof et al., 2004b).

The brain regions most frequently associated with cognitive control
are the top-down frontal cortex networks, including the dorsolateral
prefrontal cortex (DLPFC), and anterior cingulate cortex (ACC), and the
response organization regions, including the posterior parietal cortex
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Education) and School of Psychology, Southwest University, Chongqing, 400715, China.
E-mail address: xscat@swu.edu.cn (A. Chen).
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1053-8119/$ - see front matter © 2012 Elsevier Inc. All rights reserved.
http://dx.doi.org/10.1016/j.neuroimage.2012.10.028

2010). The DLPFC is an integrative system; it receives and represents in-
formation from other cortical structures and initiates top-down biases
based on task demands (Brass et al., 2005a,b; Mansouri et al., 2009;
Miller and Cohen, 2001). The ACC is responsible for conflict monitoring,
and emotion- or motivation-related cognitive control operations
(Botvinick et al., 2001, 2004; Carter and van Veen, 2007; Ridderinkhof
et al, 2004a). The PPC modulates attentional orientation to task-
relevant information and prepares the stimulus-response (S-R) map-
ping (Coulthard et al., 2008; Scherberger and Andersen, 2007). The
SMA and pre-SMA are considered to play a role in the selection and exe-
cution of responses (Lau et al., 2006; Nachev et al., 2008; Rushworth
et al,, 2007).

Experiments that focus on the practice-related effects of the
Stroop task are important for elucidating the mechanisms of the
Stroop task and cognitive control (MacLeod, 1991). In the Stroop
task, inked color words are presented to subjects, who are instructed
to response to the color of word while ignore its meaning. Regardless
of whether the word and color are congruent (e.g. “red” in red) or
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incongruent (e.g. “red” in green), the word reading tends to be auto-
matically processed with higher priority over the color naming,
which is also the task-relevant task. The transferring from the early
stage of practice to the late stage of practice in the Stroop task is asso-
ciated with the reduction of this discrepancy through the reinforce-
ment of color naming pathways and changes in brain activity
(Cohen et al., 1990; Davidson et al., 2003; Polk et al., 2008), which
may involve quantitative functional change, qualitative reorganiza-
tion, or even the reorganization of cognitive control brain networks
(Jonides, 2004; Kelly and Garavan, 2005; Schumacher et al., 2005).
Thus, examining the practice effects can help us to understand the
role of specific brain areas in a dynamic way.

Erickson and colleagues studied the practice effects associated
with cognitive control using the Stroop task. They found a dramatic
decrease in ACC activity and an increase in DLPFC activation when
the first half of the trials were compared with the second half of trials
(Erickson et al., 2004; Milham et al., 2002). However, employment of
traditional Stroop paradigm prevented them from separating seman-
tic and response conflicts during the practice of the task. Thus, they
were unable to determine whether the changes in brain activity
were caused by the practice effects for semantic or response conflict,
or both. In addition, their experiment was comprised of only 162 tri-
als, markedly fewer trials than those used in other studies, which
often consist of hundreds or thousands of practice trials (Dulaney
and Rogers, 1994; Macleod, 1998). Erickson and colleagues did not
observe practice effects at the behavioral level, which further sug-
gests that the amount of practice was limited. As a result, the respec-
tive practice effects of semantic and response conflicts remain
unclear.

In this study, we attempted to clarify this issue using different
types of conflict and practice design. De Houwer (2003) was the
first to identify the distinctions between semantic and response con-
flicts using the Stroop task. This was discovered via the logic of sub-
traction. The Stroop task comprises congruent (CO) stimuli (e.g., the
word “red” in red), semantic incongruent (SI) stimuli, and response
incongruent (RI) stimuli. Therefore, if red and yellow are mapped to
the left hand, and blue and green are mapped to the right hand, the
word “red” in yellow color (SI) is likely to provoke semantic conflict
(of word reading and color naming), but responses are congruent;
and the word “red” in blue color (RI) has both a semantic conflict
and a conflict in response selection. Hence, SI-CO can produce a se-
mantic conflict and RI-SI can prompt a response conflict (van Veen
and Carter, 2005).

Previous research has successfully distinguished response conflict
from semantic conflict. For instance, Kim et al. (2010) and van Veen
and Carter (2005) revealed the parallel attentional control mecha-
nisms underlying semantic and response conflicts using the Stroop
task (Kim et al., 2010; van Veen and Carter, 2005). Likewise, Banich
and colleagues were able to separate the response conflict by
subtracting the effects of response-ineligible incongruent trials
(e.g., the word “brown” in blue color, when red, blue are the set of
potential responses) from the response-eligible incongruent trials
(e.g., the word “red” in blue color, when red, blue are the set of poten-
tial responses). The semantic conflict was distinguished by contrasting
the response-ineligible incongruent trials with the neutral trials (Liu
et al.,, 2006; Milham et al., 2001, 2003a).

However, the study by van Veen and Carter (2005) revealed no
overlap in activation between semantic and response conflicts using
conjunction analysis. This appears to go against evidence from elec-
trophysiological studies, which showed common activation in terms
of N2 and N450 event-related potential (ERP) components (they are
associated with the ACC activation in conflict detection) for both re-
sponse and non-response conflict conditions (Wendt et al., 2007,
West et al.,, 2004). Furthermore, Liu et al. (2004) found that the
stimulus-stimulus conflict Stroop effects and stimulus-response con-
flict Simon effects had some common brain sources; both of them

implicated the DLPFC top-down modulation of the posterior cortex
(Liu et al., 2004). This indicates that semantic and response conflict
types may both correlate with the common mechanisms underlying
conflict monitoring and top-down conflict resolution processes.

In order to explore the common neural basis of semantic and re-
sponse conflicts, we employed a novel strategy for the conjunction
analysis. Since the stimulus-response mapping in the manual Stroop
task (color to key-pressing) is usually weaker than that in the oral
Stroop task (color to vocal response), the semantic conflict in our
manual Stroop task may also include some components of the
vocal-level response conflict (Gordon and Deborah, 1977; Repovs,
2004). We speculated that the effect of the early practice stage
SI-CO would be eliminated after practice. Because the practice
would reduce the vocal-level response conflict in SI stimuli due to
the increased connection between key-pressing and color naming
(S-R mapping) during the practice, which would also make the ef-
fects of RI-SI be “purer” in the late practice stage. Therefore, instead
of directly testing the overlap in activation between these conflicts
within the same practice stage, we examined the overlap between
the early stage SI-CO condition and the late stage “pure” RI-SI condi-
tion to see whether the semantic conflict effect contained response
conflict components or not.

Based on previous research investigating practice effects and at-
tentional control, we anticipated that brain activity associated with
semantic and response interference may appear as distinct distribu-
tions, and that many of the active areas will primarily belong to the
attentional networks (e.g., the DLPFC, ACC and PCC) (Adleman et al.,
2002; Kim et al., 2010; van Veen and Carter, 2005). The findings of
Erickson et al. (2004) expressed a rapid decline in ACC activity and in-
creased DLPFC activity in the incongruent condition after practice.
According to the subtraction logic, the RI stimuli will prompt both se-
mantic and response conflicts at the same time; the practice-related
changes of RI stimuli might be caused by both the semantic and re-
sponse conflict effects. Thus, in the current study, we anticipated
that the SI-CO and/or RI-SI would be associated with a decrease in
ACC activity and an increase in DLPFC activity after practice. In addi-
tion, based on our previous behavioral study (Chen et al., 2010), we
expected that the practice effects of sematic conflict might be respon-
sible for the decrease of activity in these areas, while the practice ef-
fects of response conflict might be responsible for the increase.

In summary, the present study was an attempt to address above
unresolved issues related to cognitive control and examine the sub-
traction logic of the separateness for semantic and response conflicts,
through the exploration of the respective practice effects and the
common neural mechanisms of these two conflicts.

Materials and methods
Subjects

Twenty five right-handed college students, were recruited for the
study with a compensation (15 females; M =21, SD=1.67). All par-
ticipations had normal or corrected-to-normal vision, without
achromatopsia or color weakness. The fMRI data of two subjects
was excluded due to excessive head movement artifacts. This study
was approved by the University Human Ethics Committee for the
Brain Mapping Research, and written consent was obtained from
each subject before scanning.

Stimuli

A 4-2 Stroop paradigm was employed using four Chinese charac-
ters “Hong” (red), “Huang” (yellow), “Lan” (blue) and “Lv” (green).
Each character was presented in one of the four colors (i.e., red,
yellow, blue and green; 16 stimuli altogether). Subjects were asked
to respond according to the color of the characters; the red and yellow



Z. Chen et al. / Neurolmage 66 (2013) 577-584 579

colors were mapped onto the thumb of the left hand, while the blue and
green colors were mapped onto the thumb of the right hand. There
were three types of stimuli: the congruent stimuli (CO, e.g., “Hong”
printed in red), the semantically incongruent stimuli (SI, e.g., “Hong”
in yellow) and the response incongruent stimuli (RI, e.g., “Hong” in
blue).

Design

Our experiment comprised 12 blocks; the first two and the last two
blocks were performed inside the scanner. The first two blocks repre-
sented the early stage and the last two represented the late stage. The
other eight blocks were completed outside the scanner and represent-
ed the practice stage. Each block consisted of 24 CO trials, 18 SI trials
and 18 RI trials, (720 trials in total), which were presented in a
pseudo-random order. Besides, there were only eight practice trials
before the experiment in order to make our practice effects more pure.

Procedure

Stimuli were presented on a black background. Each trial started
with a white fixation for 500 ms. After the characters had been
displayed for 300 ms, there was a grey fixation for 1200 ms, which
was the response period, followed by an additional 12,000 ms grey
fixation, which acted as the inter-trial interval (ITI). The extended
time period between the Stroop stimuli allowed us to rule out the
possibility of any carryover effects from previous trials to current tri-
als (e.g., the Gratton effect, Gratton et al., 1992), and allowed time for
the BOLD signal to return to baseline, to achieve purer conflict effects
and practice effects. According to Bandettini and Cox (2000), the slow
event-related design can promote the detection ability of the BOLD
signal, and reduce the signal interference between trials (Bandettini
and Cox, 2000).

Image acquisition and analysis

Images were acquired with a Siemens 3 T scanner (Siemens
Magnetom Trio TIM, Erlangen, Germany). An echo-planar imaging
(EPI) sequence was used for data collection, and 432 T2*-weighted
images were recorded per run (TR=2000 ms; TE=30 ms; flip
angle =90°; FoV=220x220 mm?; matrix size =64x64; 32 inter-
leaved 3 mm-thick slices; in-plane resolution=3.4x 3.4 mm?;
interslice skip=0.99 mm). T1-weighted images were recorded with
a total of 176 slices at a thickness of 1 mm and in-plane resolution
of 0.98x0.98 mm? (TR=1900 ms; TE=2.52 ms; flip angle=9";
FoV=250x250 mm?).

We used SPM8 (Wellcome Department of Cognitive Neurology,
London, UK, http://www.fil.ion.ucl.ac.uk/spm/spm8) to pre-process
the functional images (Friston et al., 1994). Slice timing was used to
correct slice order, the data was realigned to estimate and modify
the six parameters of head movement, and first six images were
discarded to achieve magnet-steady images. These images were
then normalized to MNI space in 3x3x3 mm? voxel sizes. The nor-
malized data were spatially smoothed with a Gaussian kernel; the
full width at half maximum (FWHM) was specified as 8 x 8 x 8 mm?>.

After pre-processing, the four regressors from each run (i.e., congru-
ent, stimulus incongruent, response incongruent and error) were
modeled to create the design matrix, and for each subject all the four
runs were modeled in one general linear model (GLM). They were con-
volved with the canonical hemodynamic response function, and the six
realignment parameters for each subject were also included as
confounding factors. The contrasts of interest were RI vs. CO, reflecting
the traditional Stroop effects; SI vs. CO, reflecting the semantic conflict;
and RI vs. SI, reflecting the response conflict. These contrasts were
generated for both the early and late stages for group level analysis. In
the second-level model specification, we defined 2 x2 conditions in the

practice stage (early and late) and conflict type (SI-CO and RI-SI) factors;
thus, there were four cells in our design (ie., (SI-CO)eary, (SI-CO)jate,
(RI-SIearly and (RI-SI)jaee). The practice effects were defined as the
two sample paired t-test between (SI-CO)jye and (SI-CO)eqny for the
semantic conflict and the two sample paired t-test between (RI-SI)jace
and (RI-SI)eany for the response conflict. Additionally, the contrasts of
each conflict type were combined across the early and late stages in
order to define regions of interest (ROIs). The practice stage x conflict
type interaction was used to represent differential changes in activity
between the early and late stages for each conflict type. The MNI coordi-
nates of activation were transformed into Talairach space (Talairach and
Tournoux, 1988) using the Brett transform (Brett et al., 2001).

The conjunction analysis for the (SI-CO)eary condition and the
(RI-SI)jae condition was performed based on the conjunction null hy-
pothesis (Friston et al., 2005; Nichols et al., 2005). The contrast im-
ages of each subject for the (SI-CO)eary and (RI-SI)jae were modeled
together in the full factorial design matrix and obtained with the con-
junction null option.

The significance level of the image threshold for fMRI data was
first set to p<0.005, uncorrected at the individual voxel level. Then
we performed AFNI's AlphaSim program (http://afni.nimh.nih.gov/
pub/dist/doc/manual/AlphaSim.pdf) for multiple comparison. We
ran 1000 Monte Carlo simulations with the correct value p<0.005,
Gaussian filter width in 8 mm and Cluster connection radius in
5 mm. The correction at p<0.05 for multiple comparison revealed a
clusters size of 70 contiguous voxels. We used this corrected
AlphaSim threshold as the significance level for our fMRI data below.

In order to avoid the circular argument, the ROIs were determined
according to the overall positive activations of early and late stages
under RI-CO, SI-CO, and RI-SI conditions, using MarsBaR software
(Brett et al., 2002). These ROIs were masked using automatic anatom-
ical labeling (AAL: Tzourio-Mazoyer et al., 2002) within the DLPFC,
dorsomedial frontal cortex (dMFC: including the ACC, SMA and
pre-SMA), and PPC to extract the percent signal change of the ROIs
for further analysis. Specifically, the ROIs of RI-CO were used to ex-
tract the signal of raw stimuli, and the ROIs of SI-CO and of RI-SI
were used to extract the signal of SI-CO and RI-SI, respectively.

Results
Behavioral data

Error trials were excluded from all analyses, which left at least
37 trials for congruent (CO) condition and 27 trials for stimulus in-
congruent (SI) and response incongruent (RI) conditions in each
stage. Table 1 shows the mean accuracy rate and response times
(RTs) for raw stimuli under CO, SI and RI conditions. There was no sig-
nificant difference in accuracy rate between the practice stages for
each stimulus type, but there were significant differences in RTs be-
tween the early and late stages under each stimulus type. Moreover,
there were significant differences in RTs and accuracy rate between
CO and SI, and SI and RI in the early stage as well as SI and RI in the
late stage.

The RTs for the traditional Stroop effect (RI-CO), the semantic con-
flict (SI-CO) and the response conflict (RI-SI) during each practice
stage were summarized in Fig. 1. The main effect of practice stage
was significant, (F[1, 22]=4.09, p<0.05); the main effect of conflict
type was marginally significant (F[1, 22]=3.06, p<0.09) and the in-
teraction between practice stage and conflict type was not significant
(F[1, 22]=0.67, p>0.41). The two-sample paired t-test revealed
a significant difference between the early and late stages for SI-CO,
(t[22] =1.99, p<0.05), whereas the practice stage effect was not
significant for RI-SI, (t[22]=1.14, p>0.25). These suggested that the
RT for SI-CO declined significantly after practice, whereas the degree
of interference for RI-SI was relatively stable.
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Table 1
The statistics for the response times and the accuracy rates from behavioral performance data by stimulus types and stages.
RT,SDgr (ms) (ACC,SDacc) CcOo SI RI SIvs. CO RI vs. SI
Early 593,119 621,156 657,161 0.02 <0.001
(95.20%, 4.68%) (96.50%, 3.67%) (93.00%, 5.97%) (0.02) (<0.001)
Late 558,113 562,122 588,136 0.21 <0.001
(95.47%, 6.43%) (96.01%, 5.48%) (93.84%, 6.70%) (0.23) (<0.001)
Early vs. Late 0.04 0.01 0.004
(0.40) (0.33) (0.28)

Note. The numbers in the parenthesis are the accuracy rates (ACC) and their corresponding SDs and p-values.

Functional MRI data

In order to compare our results with the results of Kim et al.
(2010) and Van Veen and Carter (2005), we reanalyzed our data to
achieve two stages aggregate effects of semantic and response con-
flict (Fig. S1 in the Supplementary Materials). Results showed that
the activations of these two conflicts were mostly separate in the
DLPFC and completely separate in the PPC, which were consistent to
the results of Kim et al. (2010) and Van Veen and Carter (2005). How-
ever, the activation in the ACC was only found under the RI-SI condi-
tion but not existed under the SI-CO condition.

The comparison between the late and early stages under SI-CO
condition showed that for the late stage, there were significantly de-
creased activations in the response control areas that included the in-
ferior frontal junction (IF]), inferior frontal gyrus (IFG)/insula,
pre-SMA, subthalamic nucleus (STN), striatum, and cerebellum as
well as the posterior cortex areas (parietal, temporal and occipital
lobes) (Aron, 2011; Aron et al., 2007) (see Fig. 2a and Table 2). The
comparison of the late and early stages under RI-SI condition showed
significantly increased activations in the parietal, temporal and occip-
ital lobes, striatum, and cerebellum in the late stage (see Fig. 2b and
Table 2). The activation changes in traditional Stroop effects (RI-CO)
from the early to the late stages showed that the activations of
RI-CO were significant decreased in the DLPFC after practice (Fig. S2
in the Supplementary Materials).

Fig. 3 shows the percent signal change of the conflict process-
related activity in the DLPFC, dMFC and PPC areas from the early to
the late stage for each raw stimulus (CO, SI, RI), and conflict condition
(SI-CO and RI-SI). There were significant practice effects for each raw
stimulus in these areas (p<0.05-0.001). In the early stage, there
were significant differences in raw stimulus under SI vs. CO condition
in these areas (p<0.005-0.001), but then these differences were
disappeared after practice (p-values>0.25); however, under the RI
vs. SI condition, there was a significant difference only in the DLPFC
in the early stage (p<0.05), but in the late stage the differences
existed in all of these areas (p<0.01-0.005) (see Fig. 3a).

801
J Il Early

60
w _
2
g 407
L
8 A
S 20

0_

RI-CO SI-CO RI-SI
Conflict Type

Fig. 1. Mean response times for the early and late practice stages in the RI-CO, SI-CO
and RI-SI conditions. NB. Error bars show the mean of standard error (SEM); * repre-
sents p<0.05; *** represents p<0.001.

For SI-CO, activity in these regions significantly decreased after
practice (paired t-test: tpiprc[22]=2.05, p<0.05; tamrc[22]=2.57,
p<0.01; tppc[22] = 2.94, p<0.005). However, there were significant or
marginal significant increases in activity for RI-SI in these areas from
the early to the late stage (paired t-test: tpiprc[22]=1.67, p<0.06;
tamrc[22]=1.79, p<0.05; tppc[22]=1.92, p<0.05). In addition, there
was a significant interaction between practice stage and conflict
type in these areas (Fpiprc[1, 22]=7.20, p<0.01; Famec[1, 22]=7.68,
p<0.01; Fppc[1, 22] =11.46, p<0.001) (see Fig. 3b).

For each single stage, the activations of the early and late stages
for the SI-CO condition showed that the brain areas activated in
the early stage did not stay activated into the late stage of practice
(Fig. S3(a) and Table S1 in the Supplementary Materials). For the
RI-SI conflict type, the activations in the conflict control networks
(e.g., left DLPFC, dMFC, and PPC) increased in the late stage. In addi-
tion, more posterior areas were activated in the late stage compared
with the early stage (e.g., visual cortex, inferior template gyrus, and
cerebellum) (Fig. S3(b) and Table S2 in the Supplementary Materials).

The specific areas of activity associated with the Stage x Conflict
type interaction are displayed in Fig. 4, involving the DLPFC,
pre-SMA, ACC, PPC, temporoparietal junction (TPJ), parietal, temporal
and occipital lobes, basal ganglia and cerebellum.

The conjunction analysis revealed no overlapping activity be-
tween semantic and response conflict within each practice stage,
which is in line with the results of van Veen and Carter (2005). How-
ever, for (SI-CO)earry and (RI-SI)jaee, a significant conjunction was
found in the left hemisphere within the DLPFC, ACC and PPC (see
Fig. 5).

Discussion

The behavioral and percent signal change data of raw stimuli
showed that in the early stage the RI invoked more response errors
than did SI, and the SI invoked more response errors than CO, indicat-
ing that in the early stage RI and SI invoked more conflicts than CO.
However, after practice the accuracy became similar between CO
and SI but lower for RI in comparison to SI and CO. The changes of
RTs and of percent signal changes in the attentional networks of
these stimuli also showed the similar trend to the changes of accura-
cy, which indicated that there were more response conflicts in RI than
SI and CO in the late stage (van Veen and Carter, 2005). Moreover, the
reduced RTs and signal changes of these stimuli in late stage
suggested the practice effects, which was further discussed below.

Consistent with the findings of Kim et al. (2010) and Van Veen and
Carter (2005), the separate activations in the DLPFC and PPC
suggested that there may be two parallel neural substrates under
the semantic and response conflicts at the conflict resolution and re-
sponse levels (Kim et al., 2010; van Veen and Carter, 2005). The dis-
appearance of activation in the ACC under semantic conflict
indicated that the ACC is more sensitive to the response conflict
than the semantic conflict (Liu et al., 2006; Milham et al., 2001,
2003a,b).

One of the main aims of the present study was to investigate the
respective practice effects of semantic conflict and response conflict.
The comparison of the late and early stages SI-CO showed that there
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Fig. 2. The comparisons of brain area activations between late and early stages for the SI-CO (a) and RI-SI (b) conditions, p<0.05, corrected.

were more activations in the response control areas in the early stage
than the late stage (Aron, 2011; Aron et al., 2007). This finding indi-
cated that the practice effects of semantic conflict might contain the
automation of response control, and some response conflict compo-
nents were included in the early stage semantic conflict. In addition,
the comparing of the late and early stages RI-SI showed that there
was more activation in the posterior cortex, indicating that the in-
creasing cognitive resources were allocated to the stimulus process-
ing and response output for the response conflict stimuli. These
changes might be influenced by the top-down modulation from the
frontal lobes (Miller and Cohen, 2001; Wang et al., 2010).

Moreover, the findings of ROI analysis and stage-wise random
group effects for SI-CO and RI-SI at the early and late stages revealed
differential activation changes of these two conflicts. Specifically,
there was a reduced activity within the DLPFC, ACC, PPC and other re-
gions for semantic conflict and an increased activity within these areas
for response conflict. Two possible reasons for these practice-related
changes are quantitative automation of conflict control and qualitative
processing reorganization (Schumacher et al., 2005). In the current
experiment, we suggested that practice-related changes took place
as a result of automatic processing for SI-CO and proportional
reallocation of conflict-related cognitive resources for RI-SI.

For the semantic conflict, along with the disappearance of activity in
the ACC, DLPFC and posterior cortex associated with practice, we found
a concomitant reduction in behavioral RT. This practice-induced reduc-
tion in activation indicates that the processing of semantic conflict had
become more effective. According to the functions of the attentional
networks in cognitive control (Fan et al, 2002, 2005; Posner and
Petersen, 1990; Raz and Buhle, 2006), the automation of semantic con-
flict is reflected by fewer resources needed for alerting, detecting and
the executive control of semantic incongruent stimuli at the late stage
of practice. The disappearance of the activation in the posterior cortex
might stem from a reduction in cognitive resources, which included
the enhancement of automatic stimulus processing at the stimulus
input level and color naming pathway (task-relevant dimension)
(Cohen et al., 1990; MacLeod, 1998; MacLeod and Dunbar, 1988). How-
ever, although brain regions previously activated during semantic con-
flict were not activated at the late stage of practice, we cannot arbitrarily
deduce that these areas were no longer involved (Kelly and Garavan,
2005).

Besides, it might be that a part of response conflicts were
contained within the semantic conflict, because the relatively innate
connection between color naming and vocal response is much more
automatic and of higher priority than its learned mapping to the

Table 2

Contrasts of brain activations between the late and early stages for SI-CO and RI-SI (Talairach Atlas).
Region BA No. voxels Peak t-value X y z
(SI-CO) late stage-(SI-CO) early stage
L. Superior/Medial Frontal/Cingulate Gyrus 6/32 80 —3.46 -9 14 49
L. Middle/ Inferior Frontal/Precentral Gyrus 6/9 208 —4.54 —57 11 34
L. Inferior Frontal/Superior Temporal Gyrus 47/38 80 —3.76 —45 17 -5
R. Inferior Frontal Gyrus/Insula 47/13 132 —4.04 27 23 -2
L. Superior Temporal Gyrus/Insula/Thalamus 41/22 367 —5.30 —33 —37 10
R. Lingual Gyrus/Cerebellum 18 78 —3.61 3 —82 —-11
L. Superior/Inferior Parietal Lobule/Postcentral Gyrus/Precuneus 40/7/2 538 —4.47 —33 —52 64
L. Cuneus 18/19 71 —3.68 -3 —94 22
R. Thalamus/Striatum 126 —3.84 30 —22 -5
L. Cerebellum/Lingual/Posterior Cingulate Gyrus 30/18/19 219 —5.14 -3 —49 -5
L. Cerebellum/Fusiform Gyrus 37 139 —4.20 —33 —61 —23
R. Cerebellum 175 —5.13 30 —55 —-29
(RI-SI) late stage-(RI-SI) early stage
L. Superior/Middle Temporal Gyrus 39 138 4.87 —39 —37 4
L. Superior/Inferior Parietal Lobule/Precuneus 7 82 427 —27 —55 58
R. Striatum/Thalamus 181 4,90 24 —49 19
L. Cerebellum/Fusiform Gyrus 37 117 4.04 —36 —61 —23
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Fig. 3. The changes in neural activity in the DLPFC, dMFC and PPC during the early and
late practice stages for each raw stimulus (a) and conflict type (b). NB. Error bars show
the SEM; # = marginally significant (p<0.1); *=p<0.05; **=p<0.01; ***=p<0.001.

key-pressing (Gordon and Deborah, 1977; Repovs, 2004). Although
the color naming and word reading were mapped to the same key
in the semantic conflict condition, they were different at the verbal
level; and so the semantic conflict would comprise an element of
vocal-level response conflict, especially in the early stage of practice
when the subjects had not yet mastered the rule of response to an ap-
propriate level, and the connection between key pressing and color

Fig. 4. Areas of neural activation associated with the practice Stage x Conflict type in-
teraction. Sagittal, coronal, and axial views of the spatial map are presented with a
threshold of p<0.05, corrected.

T-value

Fig. 5. The conjunction areas of neural activation for SI-CO in the early practice stage
and RI-SIin the late practice stage, p<0.005, cluster>10 voxels, uncorrected (as the ac-
tivation cluster size is 57 voxels in the dMFC).

naming was not yet strong enough. After practice, however, the fa-
miliarity of the S-R mapping of the key-pressing would cause the dis-
appearance of semantic conflict effects through the transferring of the
vocal-level response conflict components from the semantic conflict
effects to the key-pressing response conflict. This process may make
the activations of semantic conflict to decline and the activations of
response conflict to increase as the semantic and response conflicts
became purer.

For the response conflict, our results suggest that changes in re-
source allocation are reflected in variations in brain activity related
to RI-SI. Unlike brain activations associated with semantic conflict,
we found that the activations in the DLPFC, ACC and posterior cortex
increased after practice for RI-SI. One reason may be that the subjects
were more familiar with the CO and SI stimuli in the late stage and
needed minimal cognitive resources to process these two conditions.
However, the response conflict was more difficult to be settled.
Hence, more resources were needed to be allocated to the RI conflict
(Schumacher et al., 2005).

In order to allocate more resources to the RI stimuli, the subject
would first need to improve their detection of the RI stimuli, which
is reflected in the increased activity within the ACC, an area responsi-
ble for conflict monitoring (Botvinick et al., 2001). The DLPFC also be-
came more active, which may reflect the subjects’ increased attention
and their attempts to amplify task-relevant information and/or inhib-
it task irrelevant information for RI stimuli (Aron, 2007; Egner and
Hirsch, 2005). In addition, because of the increased top-down modu-
lation from the PFC to the posterior cortex (e.g., the fronto-parietal
network) (Brass et al., 2005b; Liu et al.,, 2004; Miller and Cohen,
2001; Wang et al., 2010), there was more activity in the visual cortex,
PPC, inferior and superior template gyri, and so on. These changes
suggest that the subjects used a resource reallocation strategy that
emphasized the processing of the RI stimuli both at the stimulus
input level and response conflict control level. Maybe because of
this emphasis, there was a decreasing trend in the response time for
RI-SI from 36 ms to 26 ms, although the decreasing was not signifi-
cant (p>0.05).

Moreover, the ROI analysis of raw stimuli and the activation
changes of traditional Stroop effects between the early and late stages
showed that the activations of the raw stimuli and Stroop conflict
processing were declined, suggesting that the whole conflict-related
cognitive resources were decreased after practice. Thus, the increased
activations under RI-SI may be stemming from the proportional in-
crease of conflict-related cognitive resources for response conflict;
the practice effects of response conflict may be a proportional re-
source reallocation. Furthermore, as mentioned above, the strength-
ened S-R mapping of stimulus and key-pressing response would
make the vocal-level response conflict components, which were
contained in the early stage semantic conflict effects, to be translated
to the key-pressing response conflict effects after practice. These
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findings indicated that the purification of semantic and response con-
flicts effects during the practice also made a contribution to the in-
creased activations of the response conflict.

On the other hand, the interactions between practice stage and
conflict type were associated with activity in the DLPFC, dMFC (ACC
and pre-SMA), PPC, TPJ, medial temporal lobes, cerebellum, basal
ganglia, and so on. The TP] is related to alerting and stimulus driven
attention (Corbetta and Shulman, 2002; Matsuyoshi et al., 2010;
Todd et al., 2005). The medial temporal lobes, cerebellum and basal
ganglia are associated with responding to the implicit perceptual
and motor skills learning of task-relevant S-R mapping (Ashby et
al., 2010; Doya, 2000; Packard and Knowlton, 2002; Rose et al.,
2011). Therefore, these interactions provided differential practice ef-
fects between semantic and response conflict for conflict monitoring,
resolution, memory and the top-down attentional modulation of the
perception of conflict stimuli.

Additionally, the conjunction analysis revealed common areas of
brain activation for semantic and response conflict within the
DLPFC, ACC and PPC of the left hemisphere, all of which are implicat-
ed in the fronto-parietal attentional network (Wang et al., 2010). As
the ACC has been related more to the monitoring of response conflict
(Liu et al., 2006; Milham et al., 2001, 2003a; Paus, 2001; Swick and
Jovanovic, 2002), the common activation in the ACC may be an indi-
cation that some components of the response conflict effect were
contained within the semantic conflict effect at the early stage of
practice. The common activation within the DLPFC and PPC may indi-
cate that both conflict types are associated with top-down modula-
tion from the DLPFC to the PPC in the regulation of attentional
processing (Brass et al., 2005b; Liu et al., 2004; Miller and Cohen,
2001; Wang et al., 2010). These also suggest that some response con-
flict effects were contained in the semantic conflict effects in the early
stage.

As a consequence, separating the semantic conflict and response
conflicts using the subtraction strategy may not adequately conform
to the pure insertion or linear additivity principles (Price and
Friston, 1997), as the semantic and response conflicts are not inde-
pendent of each other during the early portions of the experiment.
And the use of the subtraction method for the exploration of semantic
and response conflicts may need to be reviewed. What deserves to be
mentioned here is that the task which was used by Kim et al. (2012)
might give us some advice to exclude the confusion of semantic and
response conflicts.

In summary, associating with Erickson et al. (2004), our findings
further support the suggestion that the decrease in activity within
the ACC was attributable to the automation of conflict detection for
semantic conflict, and that the rise in activity within the DLPFC was
associated with the increased allocation of cognitive resources to at-
tentional control for response conflict. The practice effects in our
study could be defined as the practice-related concentration of con-
flicts to the response conflict, which was accompanied by the reduc-
tion and reallocation of conflict resolution resources. These findings
demonstrate that the nature of Stroop effect is response conflict rath-
er than semantic conflict and there are two kinds of response conflicts
that are contained in the key-pressing Stroop paradigm, namely, the
vocal-level response conflict (mainly in the early stage) and the
key-pressing response conflict (mainly in the late stage). This distinc-
tion should be taken into consideration in the future key-pressing
Stroop research.

Conclusions

The present study revealed differential practice effects for seman-
tic and response conflicts. However, there were also some common
brain activations, suggesting shared mechanisms for these two con-
flict types. These findings can further our understanding of the neural
mechanisms underlying semantic and response conflicts, and the

practice-related effects associated with these conflicts. It would be in-
teresting for future studies to address the different practice effects be-
tween response conflict and semantic conflict in other subject groups,
such as the elderly, and patients with dysfunction of attentional con-
trol. If the practice effects of such groups were different from normal
subjects, we would also want to know whether the inflexibility of
cognitive control associated with these groups (Edwards et al.,
2010; Lesh et al., 2011; Milham et al., 2002) was caused by difficulties
in automatic processing or in the reallocation of cognitive resources.
In addition, simultaneous EEG-fMRI will be utilized to investigate
the dynamical organization of the practice-related effects associated
with semantic and response conflicts (Lei et al.,, 2011a,b). Our study
would provide some important comparative findings for such
researches.

Acknowledgments

This work was supported by the National Natural Science Founda-
tion of China (31170980, 81271477), the Foundation for the Author of
National Excellent Doctoral Dissertation of PR China (201107), the
New Century Excellent Talents in University (NCET-11-0698), Na-
tional Key Discipline of Basic Psychology at Southwest University
(NSKD11047) and Humanity and Social Science Youth foundation of
Ministry of Education of China (12Y]JC190015). The authors thank
the two anonymous reviewers and Xun Liu for their constructive
comments and Ming Li for the language proofed which improved
the manuscript considerably.

Appendix A. Supplementary data

Supplementary data to this article can be found online at http://
dx.doi.org/10.1016/j.neuroimage.2012.10.028.

References

Adleman, N.E., Menon, V., Blasey, C.M., White, C.D., Warsofsky, LS., Glover, G.H., Reiss,
A.L., 2002. A developmental fMRI study of the Stroop color-word task. Neuroimage
16 (1), 61-75.

Aron, AR, 2007. The neural basis of inhibition in cognitive control. Neuroscientist 13
(3), 214-228.

Aron, AR, 2011. From reactive to proactive and selective control: developing a richer
model for stopping inappropriate responses. Biol. Psychiatry 69, e55-e68.

Aron, AR, Behrens, T.E., Smith, S., Frank, M.],, Poldrack, R.A., 2007. Triangulating a cog-
nitive control network using diffusion-weighted magnetic resonance imaging
(MRI) and functional MRI. J. Neurosci. 27, 3743-3752.

Ashby, F.G., Turner, B.O., Horvitz, ].C., 2010. Cortical and basal ganglia contributions to
habit learning and automaticity. Trends Cogn. Sci. 14 (5), 208-215.

Bandettini, P.A., Cox, RW., 2000. Event-related fMRI contrast when using constant
interstimulus interval: theory and experiment. Magn. Reson. Med. 43 (4),
540-548.

Banich, M.T., Milham, M.P., Atchley, R., Cohen, N.J., Webb, A., Wszalek, T., Magin, R.,
2000. fMRI studies of Stroop tasks reveal unique roles of anterior and posterior
brain systems in attentional selection. ]. Cogn. Neurosci. 12 (6), 988-1000.

Botvinick, M.M., Braver, T.S., Barch, D.M., Carter, C.S., Cohen, J.D., 2001. Conflict moni-
toring and cognitive control. Psychol. Rev. 108 (3), 624.

Botvinick, M.M., Cohen, ].D., Carter, C.S., 2004. Conflict monitoring and anterior cingu-
late cortex: an update. Trends Cogn. Sci. 8 (12), 539-546.

Brass, M., Derrfuss, J., Forstmann, B., Cramon, D., 2005a. The role of the inferior frontal
junction area in cognitive control. Trends Cogn. Sci. 9 (7), 314-316.

Brass, M., Ullsperger, M., Knoesche, T.R., Cramon, D.Y., Phillips, N.A., 2005b. Who comes
first? The role of the prefrontal and parietal cortex in cognitive control. ]. Cogn.
Neurosci. 17 (9), 1367-1375.

Brett, M., Christoff, K., Cusack, R., Lancaster, J., 2001. Using the Talairach atlas with the
MNI template. Neuroimage 13 (6), S85.

Brett, M., Anton, ].L., Valabregue, R., Poline, ].B., 2002. Region of interest analysis using
an SPM toolbox. Neuroimage 16 (2), 1140-1141.

Carter, C.S., van Veen, V., 2007. Anterior cingulate cortex and conflict detection: an
update of theory and data. Cogn. Affect. Behav. Neurosci. 7 (4), 367-379.

Chen, X.F,, Jiang, J., Zhao, X., Chen, A.T., 2010. Effects of practice on semantic conflict
and response conflict in the Stroop task. Psychol. Sci. 33 (4), 869-871 (in Chinese).

Cohen, ].D., Dunbar, K., McClelland, J.L., 1990. On the control of automatic processes: a
parallel distributed processing account of the Stroop effect. Psychol. Rev. 97, 332.

Corbetta, M., Shulman, G.L., 2002. Control of goal-directed and stimulus-driven atten-
tion in the brain. Nat. Rev. Neurosci. 3 (3), 201-215.

Coulthard, E.J., Nachev, P., Husain, M., 2008. Control over conflict during movement
preparation: role of posterior parietal cortex. Neuron 58 (1), 144-157.


http://dx.doi.org/10.1016/j.neuroimage.2012.10.028
http://dx.doi.org/10.1016/j.neuroimage.2012.10.028

584 Z. Chen et al. / Neurolmage 66 (2013) 577-584

Davidson, D.J., Zacks, R.T., Williams, C.C., 2003. Stroop interference, practice, and aging.
Aging Neuropsychol. Cogn. 10, 85-98.

De Houwer, J., 2003. On the role of stimulus-response and stimulus-stimulus compat-
ibility in the Stroop effect. Mem. Cognit. 31 (3), 353-359.

Doya, K., 2000. Complementary roles of basal ganglia and cerebellum in learning and
motor control. Curr. Opin. Neurobiol. 10 (6), 732-739.

Dulaney, C.L,, Rogers, W.A., 1994. Mechanisms underlying reduction in Stroop interfer-
ence with practice for young and old adults. J. Exp. Psychol. Learn. Mem. Cogn. 20
(2), 470.

Edwards, B.G., Barch, D.M., Braver, T.S., 2010. Improving prefrontal cortex function in
schizophrenia through focused training of cognitive control. Front. Hum. Neurosci.
4.

Egner, T., Hirsch, J., 2005. Cognitive control mechanisms resolve conflict through corti-
cal amplification of task-relevant information. Nat. Neurosci. 8 (12), 1784-1790.

Erickson, K.I, Milham, M.P., Colcombe, S.J., Kramer, A.F., Banich, M.T., Webb, A., Cohen,
N.J., 2004. Behavioral conflict, anterior cingulate cortex, and experiment duration:
implications of diverging data. Hum. Brain Mapp. 21 (2), 98-107.

Eriksen, B.A., Eriksen, C.W., 1974. Effects of noise letters upon the identification of a tar-
get letter in a nonsearch task. Atten. Percept. Psychophys. 16 (1), 143-149.

Fan, J., McCandliss, B.D., Sommer, T., Raz, A., Posner, M., 2002. Testing the efficiency
and independence of attentional networks. J. Cogn. Neurosci. 14 (3), 340-347.
Fan, J., McCandliss, B.D., Fossella, J., Flombaum, ].I, Posner, M.L, 2005. The activation of

attentional networks. Neuroimage 26 (2), 471-479.

Friston, KJ., Holmes, A.P., Worsley, K., Poline, J.P., Frith, C.D., Frackowiak, R.S.J., 1994.
Statistical parametric maps in functional imaging: a general linear approach.
Hum. Brain Mapp. 2 (4), 189-210.

Friston, KJ., Penny, W.D., Glaser, D.E., 2005. Conjunction revisited. Neuroimage 25,
661-667.

Gordon, M.R,, Deborah, A.G., 1977. Stroop effect: interference and facilitation with ver-
bal and manual responses. Percept. Mot. Skills 45 (1), 11-17.

Gratton, G., Coles, M.G., Donchin, E., 1992. Optimizing the use of information: strategic
control of activation of responses. J. Exp. Psychol. Gen. 121 (4), 480.

Jonides, J., 2004. How does practice makes perfect? Nat. Neurosci. 7 (1), 10-11.

Kelly, A.M., Garavan, H., 2005. Human functional neuroimaging of brain changes asso-
ciated with practice. Cereb. Cortex 15 (8), 1089-1102.

Kim, C., Chung, C., Kim, J., 2010. Multiple cognitive control mechanisms associated with
the nature of conflict. Neurosci. Lett. 476 (3), 156-160.

Kim, C., Chung, C., Kim, J., 2012. Conflict adjustment through domain-specific multiple
cognitive control mechanisms. Brain Res. 1444, 55-64.

Lau, H., Rogers, R.D., Passingham, R.E., 2006. Dissociating response selection and con-
flict in the medial frontal surface. Neuroimage 29 (2), 446-451.

Lei, X., Ostwald, D., Hu, ]., Qiu, C,, Porcaro, C., Bagshaw, A.P., Yao, D., 2011a. Multimodal
functional network connectivity: an EEG-fMRI fusion in network space. PLoS One 6
(9), e24642.

Lei, X., Xu, P., Luo, C,, Zhao, J., Zhou, D., Yao, D., 2011b. fMRI functional networks for EEG
source imaging. Hum. Brain Mapp. 32, 1141-1160.

Lesh, T.A., Niendam, T.A., Minzenberg, M.J., Carter, C.S., 2011. Cognitive control deficits
in schizophrenia: mechanisms and meaning. Neuropsychopharmacology 36 (1),
316.

Liu, X., Banich, M.T., Jacobson, B.L., Tanabe, ].L., 2004. Common and distinct neural sub-
strates of attentional control in an integrated Simon and spatial Stroop task as
assessed by event-related fMRI. Neuroimage 22 (3), 1097-1106.

Liu, X., Banich, M.T., Jacobson, B.L., Tanabe, ].L., 2006. Functional dissociation of atten-
tional selection within PFC: response and non-response related aspects of atten-
tional selection as ascertained by fMRI. Cereb. Cortex 16 (6), 827.

MacLeod, C.M., 1991. Half a century of research on the Stroop effect: an integrative re-
view. Psychol. Bull. 109 (2), 163.

Macleod, C.M., 1998. Training on integrated versus separated Stroop tasks: the pro-
gression of interference and facilitation. Mem. Cognit. 26 (2), 201-211.

MacLeod, C.M.,, Dunbar, K., 1988. Training and Stroop-like interference: evidence for a
continuum of automaticity. J. Exp. Psychol. Learn. Mem. Cogn. 14, 126-135.

Mansouri, F.A., Tanaka, K., Buckley, M.J., 2009. Conflict-induced behavioural adjustment:
a clue to the executive functions of the prefrontal cortex. Nat. Rev. Neurosci. 10 (2),
141-152.

Matsuyoshi, D., Ikeda, T., Sawamoto, N., Kakigi, R., Fukuyama, H., Osaka, N., 2010. Task-
irrelevant memory load induces inattentional blindness without temporo-parietal
suppression. Neuropsychologia 48 (10), 3094-3101.

Milham, M.P., Banich, M.T., Webb, A., Barad, V., Cohen, N.J., Wszalek, T., Kramer, A.F.,
2001. The relative involvement of anterior cingulate and prefrontal cortex in atten-
tional control depends on nature of conflict. Cogn. Brain Res. 12 (3), 467-473.

Milham, M.P., Erickson, K.I, Banich, M.T., Kramer, A.F., Webb, A., Wszalek, T., Cohen,
N.J., 2002. Attentional control in the aging brain: insights from an fMRI study of
the stroop task. Brain Cogn. 49 (3), 277-296.

Milham, M.P., Banich, M.T., Barad, V., 2003a. Competition for priority in processing in-
creases prefrontal cortex's involvement in top-down control: an event-related
fMRI study of the stroop task. Cogn. Brain Res. 17 (2), 212-222.

Milham, M.P., Banich, M.T., Claus, E.D., Cohen, N.J., 2003b. Practice-related effects dem-
onstrate complementary roles of anterior cingulate and prefrontal cortices in at-
tentional control. Neuroimage 18 (2), 483-493.

Miller, E.K., 2000. The prefrontal cortex and cognitive control. Nat. Rev. Neurosci. 1 (1),
59-66.

Miller, E.K., Cohen, ].D., 2001. An integrative theory of prefrontal cortex function. Annu.
Rev. Neurosci. 24 (1), 167-202.

Nachev, P., Kennard, C., Husain, M., 2008. Functional role of the supplementary and
pre-supplementary motor areas. Nat. Rev. Neurosci. 9 (11), 856-869.

Nichols, T., Brett, M., Andersson, J., Wager, T., Poline, ].B., 2005. Valid conjunction infer-
ence with the minimum statistic. Neuroimage 25, 653-660.

Packard, M.G., Knowlton, BJ., 2002. Learning and memory functions of the basal
ganglia. Annu. Rev. Neurosci. 25 (1), 563-593.

Paus, T., 2001. Primate anterior cingulate cortex: where motor control, drive and cog-
nition interface. Nat. Rev. Neurosci. 2 (6), 417-424.

Polk, T.A., Drake, R.M,, Jonides, ].J., Smith, M.R,, Smith, E.E., 2008. Attention enhances
the neural processing of relevant features and suppresses the processing of irrele-
vant features in humans: a functional magnetic resonance imaging study of the
Stroop task. J. Neurosci. 28, 13786-13792.

Posner, M.L., Petersen, S.E., 1990. The attention system of the human brain. Annu. Rev.
Neurosci. 13, 25-42.

Price, CJ., Friston, KJ., 1997. Cognitive conjunction: a new approach to brain activation
experiments. Neuroimage 5 (4), 261-270.

Raz, A., Buhle, J., 2006. Typologies of attentional networks. Nat. Rev. Neurosci. 7 (5),
367-379.

Repovs, G., 2004. The mode of response and the Stroop effect: a reaction time analysis.
Horizons Psychol. 13, 105-114.

Ridderinkhof, K.R., Ullsperger, M., Crone, E.A., Nieuwenhuis, S., 2004a. The role of the
medial frontal cortex in cognitive control. Science 306 (5695), 443-447.

Ridderinkhof, K.R., Van Den Wildenberg, W.P.M., Segalowitz, S.J., Carter, C.S., 2004b.
Neurocognitive mechanisms of cognitive control: the role of prefrontal cortex in
action selection, response inhibition, performance monitoring, and reward-based
learning. Brain Cogn. 56 (2), 129-140.

Rose, M., Haider, H., Salari, N., Biichel, C., 2011. Functional dissociation of hippocampal
mechanism during implicit learning based on the domain of associations. ]. Neurosci.
31(39), 13739-13745.

Rushworth, M.F.,, Buckley, M.J., Behrens, T.E., Walton, M.E., Bannerman, D.M., 2007.
Functional organization of the medial frontal cortex. Curr. Opin. Neurobiol. 17
(2), 220-227.

Scherberger, H., Andersen, R.A., 2007. Target selection signals for arm reaching in the
posterior parietal cortex. ]. Neurosci. 27 (8), 2001.

Schumacher, E.H., Hendricks, M., D'Esposito, M., 2005. Sustained involvement of a
frontal-parietal network for spatial response selection with practice of a spatial
choice-reaction task. Neuropsychologia 43 (10), 1444-1455.

Simon, J.R., Small Jr., A.M., 1969. Processing auditory information: interference from an
irrelevant cue. J. Appl. Psychol. 53 (5), 433.

Stroop, J., 1935. Studies of interference in serial verbal interactions. J. Exp. Psychol. 18,
643-662.

Swick, D., Jovanovic, ., 2002. Anterior cingulate cortex and the Stroop task: neuropsycho-
logical evidence for topographic specificity. Neuropsychologia 40 (8), 1240-1253.

Talairach, J., Tournoux, P., 1988. Co-planar stereotaxic atlas of the human brain: 3-
dimensional proportional system: an approach to cerebral imaging: Thieme
Stuttgart.

Todd, JJ., Fougnie, D., Marois, R., 2005. Visual short-term memory load suppresses
temporo-parietal junction activity and induces inattentional blindness. Psychol.
Sci. 16 (12), 965.

Tzourio-Mazoyer, N., Landeau, B., Papathanassiou, D., Crivello, F., Etard, O., Delcroix, N.,
Joliot, M., 2002. Automated anatomical labeling of activations in SPM using a mac-
roscopic anatomical parcellation of the MNI MRI single-subject brain. Neuroimage
15 (1), 273-289.

van Veen, V., Carter, C.S., 2005. Separating semantic conflict and response conflict in
the Stroop task: a functional MRI study. Neuroimage 27 (3), 497-504.

Wang, L., Liu, X., Guise, K.G., Knight, R.T., Ghajar, ]., Fan, ]., 2010. Effective connectivity
of the fronto-parietal network during attentional control. J. Cogn. Neurosci. 22 (3),
543-553.

Wendt, M., Heldmann, M., Miinte, T.F., Kluwe, R.H., 2007. Disentangling sequential ef-
fects of stimulus-and response-related conflict and stimulus-response repetition
using brain potentials. J. Cogn. Neurosci. 19 (7), 1104-1112.

West, R., Bowry, R., McConville, C., 2004. Sensitivity of medial frontal cortex to re-
sponse and nonresponse conflict. Psychophysiology 41 (5), 739-748.



	The neural mechanisms of semantic and response conflicts: An fMRI study of practice-related effects in the Stroop task
	Introduction
	Materials and methods
	Subjects
	Stimuli
	Design
	Procedure
	Image acquisition and analysis

	Results
	Behavioral data
	Functional MRI data

	Discussion
	Conclusions
	Acknowledgments
	Appendix A. Supplementary data
	References


