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Steady-state and dynamic network 
modes for perceptual expectation
Uk-Su Choi1, Yul-Wan Sung2 & Seiji Ogawa1,2

Perceptual expectation can attenuate repetition suppression, the stimulus-induced neuronal 
response generated by repeated stimulation, suggesting that repetition suppression is a top-down 
modulatory phenomenon. However, it is still unclear which high-level brain areas are involved and 
how they interact with low-level brain areas. Further, the temporal range over which perceptual 
expectation can effectively attenuate repetition suppression effects remains unclear. To elucidate 
the details of this top-down modulatory process, we used two short and long inter-stimulus intervals 
for a perceptual expectation paradigm of paired stimulation. We found that top-down modulation 
enhanced the response to the unexpected stimulus when repetition suppression was weak and that 
the effect disappeared at 1,000 ms prior to stimulus exposure. The high-level areas involved in this 
process included the left inferior frontal gyrus (IFG_L) and left parietal lobule (IPL_L). We also found two 
systems providing modulatory input to the right fusiform face area (FFA_R): one from IFG_L and the 
other from IPL_L. Most importantly, we identified two states of networks through which perceptual 
expectation modulates sensory responses: one is a dynamic state and the other is a steady state. Our 
results provide the first functional magnetic resonance imaging (fMRI) evidence of temporally nested 
networks in brain processing.

Repetition suppression of brain responses observed using functional magnetic resonance imaging (fMRI) reflects 
short-term neuronal plasticity that results from sensitization or fatigue of neuronal circuits1. This process involves 
the adaptation of populations of neurons responding to the stimulus and occurs via a reduction in activation 
levels, number of neurons, or processing time1. The repetition suppression phenomenon has been used to resolve 
microscopic neuronal characteristics of brain areas at a resolution beyond the fMRI spatial resolution. This 
approach involves the use of a paired stimulus paradigm in which two stimuli are successively presented within a 
short time interval, leading to equivalent improvement in fMRI spatial resolution2.

Several studies have suggested that this suppression phenomenon mostly occurs via passive processing of 
stimuli through a bottom-up (or feedforward) mechanism of signal processing. For example, repetition suppres-
sion of firing rates in the inferior temporal cortex (IT) has been observed in awake and anesthetized macaques3,4. 
Other studies have demonstrated that a period of 100–200 ms of repetition suppression in the visual ventral areas 
is too short to be mediated via top-down modulation because the mean population latency is approximately 
150 ms in IT and below 75 ms in TE4,5. Furthermore, no repetition suppression effects of perceptual expectation 
have been observed in the lateral occipital complex (LOC) of human and monkey IT6,7.

However, several previous studies have shown that repetition suppression is modulated by perceptual expec-
tation in some category-specific areas such as the fusiform body area (FBA), fusiform face area (FFA), and para-
hippocampal place area (PPA)8–10. Repetition suppression occurring in these studies is caused by top-down (or 
feedback) signal processing because it is modulated by different expectation probabilities, showing increased 
repetition suppression during high expectation probability and decreased repetition suppression during low 
expectation probability11,12. However, these studies did not examine some systematic details of the suppression 
mechanism related to perceptual expectation, including the temporal range over which expectation probability 
can effectively suppress the neuronal response to the stimulus or the high-level areas involved in repetition sup-
pression and how they interact with the low-level areas within the network (i.e., through functional or effective 
connectivity).

In this study, we examined the systematic details involved in the top-down modulation of perceptual expec-
tation using the repetition suppression phenomenon. Some previous studies have shown that repetition sup-
pression is attributable to bottom-up mechanisms3,4 and the suppression disappears with intervals shorter than 
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1,000 ms13. Therefore, we used short and long inter-stimulus intervals (ISIs) in a perceptual expectation paradigm 
of paired stimulation, as described previously11, with the exception that we used ISIs of 250 and 1,000 ms and a 
short stimulus duration of 50 ms in the present study, in contrast to ISI of 500 ms and stimulus duration of 250 ms 
used previously (Fig. 1; Methods). In addition, we used effective functional connectivity analysis to investigate the 
causality between brain areas involved in repetition suppression.

Results
Right fusiform face area (FFA_R) was individually identified from all participants by contrasting the response to 
a face to that to a scene in the localization run (x =​ 37.06 ±​ 4.96, y =​ −​49.76 ±​ 9.86, z =​ −​15.22 ±​ 5.26; p <​ 0.05, 
FDR-corrected) (Fig. 2).

For the main experimental runs, deconvolution analysis was performed because these runs involved the use 
of rapid event-related stimulation14. Estimated beta values were used for response comparison. The responses of 

Figure 1.  Experimental design. There were three types of trials: repetition, alternation, and target trials. Two 
different ISIs ((A) 250 ms and (B) 1,000 ms) were used for paired visual stimuli. The on time of the image was 
50 ms.

Figure 2.  An example of an activation map for FFA_R. FFA (x =​ 37.06 ±​ 4.96, y =​ −​49.76 ±​ 9.86,  
z =​ −​15.22 ±​ 5.26, Talairach coordinates) was identified in the right hemisphere by comparing responses to  
face versus scene stimuli (p <​ 0.05, FDR-corrected).
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the identified FFA_R to four trial conditions [60% repetition trials (Rr), 20% alternation trials (Ra), 20% repeti-
tion trials (Ar), and 60% alternation trials (Aa); Methods] were acquired after deconvolution of the data for the 
trials with 250 ms or 1,000 ms ISI. For trials with 250 ms ISI, the responses to Rr, Ra, Ar, and Aa were evaluated 
using two-way repeated measured (RM) ANOVA with block and trial factors. There was a significant interaction 
between these two factors (F(1, 10) =​ 27.76, p <​ 0.001). Simple effect analysis revealed that Ra was significantly 
larger than Rr (pairwise comparisons, p <​ 0.001). However, there was no significant difference between Aa and 
Ar (pairwise comparisons, p =​ 0.50) (Fig. 3). To examine whether this difference was from response suppression 
at Rr or response enhancement at Ra, we compared Ra and Aa (i.e., the condition with high probability and the 
pair consisting of two different stimuli, therefore, it can be used as a reference value for evaluating signal changes 
caused by the effects of probability or repetition). Ra was larger than Aa (pairwise comparisons, p <​ 0.01). In 
addition, we compared Aa and Rr by paired t-test to examine whether Rr was suppressed or not. The comparison 
between Rr (i.e., the condition with high probability and the pair consisting of two identical stimuli) and Aa 
revealed a trend toward repetition suppression at Rr (Rr <​ Aa; paired t-test, p =​ 0.10). This indicates that strong 
response enhancement occurred and that it was dependent on stimulus probability. For trials with 1,000 ms ISI, 
no significant interaction (F(1, 10) =​ 0.08, p =​ 0.78) and no significant main effects of the block and of the trial were 
found (F(1,10) =​ 1.05, p =​ 0.33 and F(1, 10) =​ 0.25, p =​ 0.63, respectively) (Fig. 3). This indicates that enhancement or 
repetition suppression did not occur for the trials at 1,000 ms ISI; those had been recovered during the interval. 
Although left fusiform face area was identified from only 5 participants and was not further analyzed for the main 
experiment, but the response pattern was similar to that of FFA_R (see Supplementary Figs S2 and S3).

To find other brain areas showing significant responses to stimulus trial conditions, we performed whole 
brain analysis only for 250 ms ISI trials because there was no difference among trial conditions for 1,000 ms 
ISI. The analysis revealed several areas in the occipital, temporal, parietal, and frontal lobes (p <​ 0.001, 
FDR-corrected) (Fig. 4). For each of those areas, two-way RM ANOVA was performed with block and trial fac-
tors, and a significant interaction was found at three areas: the left inferior frontal gyrus (IFG_L) (F(1,10) =​ 21.44, 
p <​ 0.001) (Fig. 5A), left parietal gyrus (IPL_L) (F(1,10) =​ 6.07, p <​ 0.05) (Fig. 5B), and left fusiform gyrus (FG_L) 
(F(1,10) =​ 5.50, p <​ 0.05) (Fig. 5C). Therefore, simple effect analyses were performed after the ANOVA. Rr was sig-
nificantly smaller than Ra at IFG_L, IPL_L, and FG_L (pairwise comparisons; p <​ 0.01, p <​ 0.001, and p <​ 0.05, 
respectively), indicating the same block effect as that at FFA_R. In addition, at IFG_L, Ra was larger than Aa 
(pairwise comparisons, p <​ 0.001), with no significant difference between Rr and Aa (paired t-test, p =​ 0.69). 
This indicated that probability-dependent response enhancement occurred at this brain area. At IPL_L, Rr was 
smaller than Aa (paired t-test, p <​ 0.05), with no significant difference between Ra and Aa (pairwise compari-
sons, p =​ 0.07). This indicated that probability-dependent repetition suppression occurred at in this brain area. 
At FG_L, Ra was larger than Aa (pairwise comparisons, p <​ 0.01), with no significant difference between Rr and 
Aa (paired t-test, p =​ 0.96). This indicated that probability-dependent response enhancement occurred at this 
brain area.

Time courses for the four areas showing repetition suppression were also evaluated. Because the expectation 
of a stimulus precedes the physical stimulus, the expectation-related activation of neuronal circuits may occur 
at relevant brain areas prior to the presentation of the physical stimulus15,16. Therefore, responses occurring at 
the stimulus onset (averaged signal intensity at the first time point of the time course across the trial condi-
tion) were evaluated for four brain areas with 250 ms ISI and 1,000 ms ISI. For 250 ms ISI trials, the response 
at IPL_L was significantly larger than the baseline (beta value =​ 0) (one-sample t-test; p <​ 0.001), while those 
at other areas were not (one-sample t-test; p =​ 0.33, 0.63, and 0.20 at IFG_L, FFA_R, and FG_L, respectively). 
One-way RM ANOVA revealed that responses at stimulus onset were significantly different among the four areas  
(F(3, 30) =​ 4.53, p <​ 0.01). The response at IPL_L at onset was significantly larger than the response at FFA_R 
(p <​ 0.01). Compared with IFG_L, and FG_L, IPL_L at onset also showed a trend toward a larger response 
(p =​ 0.07 and p =​ 0.09, respectively; multiple comparison by Tukey’s test) (Fig. 6). The greater response at IPL_L 
preceding the stimulus indicates that the neuronal response at IPL_L precedes those at other areas and is not 
stimulus-induced but rather related to perceptual expectations. In addition, the effects of perceptual expectation 

Figure 3.  Responses during the four trial types (Rr, Ra, Ar, and Aa) in FFA_R for trials with 250 ms ISI and 
1,000 ms ISI. ***p <​ 0.001, **p <​ 0.01. Error bars refer to standard error of the mean (SEM).
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on response enhancement and repetition suppression were observed in the repetition block but not in the alterna-
tion block. Therefore, the earlier response at IPL_L may reflect the modulation of other areas, particularly FFA_R, 
by IPL_L, which may explain why response modulation occurs in the repetition block. For trials with 1,000 ms 
ISI, there was no significance difference (F(3, 30) =​ 1.77, p =​ 0.17). These results indicate that only for 250 ms ISI, 
expectation-related neuronal processing for response enhancement and repetition suppression initiated at IPL_L 
before the start of neuronal stimulus processing at FFA_R, IFG_L, and FG_L. This reflects a temporal relationship 
among these four areas for the stimulus event and these areas are considered to constitute a dynamic network 
(Fig. 7).

It is considered that the brain has to maintain a steady state on the basis of previous information gathered in 
the experimental run; the brain has to continuously count previous events and memorize them in rest periods as 
well as stimulation periods. To show that these four areas constitute a network, we assessed whether there existed 
a network related to steady-state neuronal processing by examining the whole time series using GCM among the 
four brain areas (IFG_L, IPL_L, FFA_R, and FG_L) for the experimental runs with 250 ms ISI. There was a strong 
positive influence on IPL_L from IFG_L and FG_L, i.e., there was effective connectivity from IFG_L and FG_L 
to IPL_L (p <​ 0.05, corrected) (Fig. 7; Supplementary Fig. S1). In addition, there was a strong positive influence 
on FFA_R from IFG_L, i.e., there was effective connectivity from IFG_L to FFA_R (p <​ 0.05, corrected) (Fig. 7; 
Supplementary Fig. S1). These findings indicate that these four areas constitute a network with two types of net-
work modes: a dynamic network mode and a steady-state network mode.

Comparison of the behavioral performance of target detection showed that there was no significant difference 
in detection times for target trials between the repetition block and the alternation block (t-test, p =​ 0.28 for 
250 ms ISI; see Supplementary Fig. S4), which were consistent with the previous paper11.

Discussion
This study examined the top-down modulatory effects of perceptual expectation. We found modulatory effects of 
response enhancement and repetition suppression and examined related systematic factors: the high-level areas 
involved in the modulation, the temporal window range over which the expectation probability is effective for the 
modulation, and the interplay between high-level and low-level areas. We observed response enhancement and 
repetition suppression in the experimental run with 250 ms ISI and identified four brain areas in the frontal, tem-
poral, and parietal regions that are involved in the response modulation with dual network modes: steady-state 
and dynamic network modes. We observed that the temporal window for effective response modulation ends up, 
at best, at 1,000 ms.

Although the motivation for this study was to examine the top-down modulatory mechanism related to rep-
etition suppression using a paradigm similar to that used in a previous study11, we observed unexpectedly strong 
response enhancement at FFA_R with weak repetition suppression, strong response enhancement at IFG_L and 
strong repetition suppression at IPL_L.

For 250 ms ISI trials, the response enhancement and repetition suppression were observed only in the repeti-
tion block but not in the alternation block. This result is consistent with that of a previous study that had used the 
same probability-controlled paradigm and supported the top-down modulation hypothesis (perceptual expec-
tation) for repetition suppression11. However, our results of the present study revealed response enhancement as 
well as repetition suppression.

In our results, the response enhancement may be explained as a top-down modulation similar to an odd-ball 
effect. FFA_R, IFG_L, and FG_L showed that the Aa response was smaller than the Ra response. Ra was an unex-
pected trial compared with Aa; therefore, an odd-ball-like effect may be observed in the Ra condition. In addition, 
alternation trials were not novel trials in the alternation block, which means that there was no chance for an 
odd-ball-like effect to occur. In the alternation block, an odd-ball-like effect could occur in repetition trials, but 
there may also be repetition suppression, which may lead to responses of similar magnitude during Ar and Aa.

Figure 4.  Activation areas of whole brain analysis based on estimated response using deconvolution 
analysis (p < 0.001, corrected). The location of these areas was represented by the following Talairach 
coordinates at peak statistical values: the right inferior frontal gyrus (39, 5, 31), left inferior frontal gyrus 
(IFG_L; −​51, 8, 31), right parietal gyrus (27, −​58, 43), left parietal gyrus (IPL_L; −​12, −​61, 46), lingual gyrus 
(−​3, −​79, −​5), right temporal gyrus (42, −​70, −​11), and left temporal gyrus (FG_L; −​39, −​58, −​11).
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On the other hand, another previous study reported repetition suppression with 200 ms ISI using a passive 
experimental paradigm in which the stimuli were repeatedly presented for just short flashes (several tens of milli-
seconds); thus, the suppression was considered to be attributed to bottom-up modulation17. Together with results 
of previous studies, the response enhancement and repetition suppression observed in the present study demon-
strate that response modulation at FFA_R can be partly attributed to both top-down and bottom-up modulation. 
This modulation should have occurred not only during the repetition block but also during the alternation block 
if the response enhancement and repetition suppression had exclusively resulted from bottom-up modulation11,12. 
In this response modulation, IFG_L and IPL_L appear to work differently, i.e., IFG_L is more related to response 
enhancement and IPL_L is more related to repetition suppression, as shown in the response patterns of those 
areas (Fig. 5). It has been reported that IPL_L is involved in a goal-directing function, which causes repetition 
suppression in human studies18–20 or the prediction repetition priming phenomenon21.

Figure 5.  Responses during the four trial types (Rr, Ra, Ar, and Aa) in (A) IFG_L, (B) IPL_L and (C) FG_L for 
trials with 250 ms ISI and 1,000 ms ISI. ***p <​ 0.001, **p <​ 0.01, *p <​ 0.05. Error bars refer to standard error of 
the mean (SEM).
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Strong response enhancement and weak repetition suppression at FFA_R may be attributable to the stimulus  
parameter used. The current and previous study differ in terms of the stimulus duration of face pictures11. 
Although that difference could affect our results, it also demonstrates interplay of top-down and bottom-up pro-
cesses in the response modulation.

For 1,000 ms ISI, unlike for 250 ms ISI, response enhancement and repetition suppression were not observed 
during repetition or alternation blocks. The finding that response modulation was observed with 250 ms ISI trials 
and not with 1,000 ms ISI trials suggests that, for our experimental conditions, the perceptual expectation effect 
on modulation faded when ISI lasted up to 1,000 ms, providing information regarding the temporal range over 
which this top-down modulation is effective. Previous studies11,12 have reported the attenuation of repetition 
suppression at 500 ms ISI; the present study shows response modulation at 250 ms ISI and disappearance of the 
modulation at 1,000 ms ISI, indicating that the disappearance would have occurred between 500 ms and 1,000 ms. 
The use of three or more ISIs in a future study would give more precise temporal information.

IFG_L, IPL_L and FFA_R showed response enhancement or repetition suppression at 250 ms ISI during just 
the repetition block. This indicates that response modulation results from the interplay between FFA_R and these 
high-level areas. This type of interplay is supported by previous studies that demonstrated the inferior frontal and 
parietal cortices to be involved in probability-related processing22–24. Therefore, through the identification of the 
involvement of the high-level areas IFG_L and IPL_L, the present study indicates that response enhancement 

Figure 6.  (A) Estimated time courses at FFA_R, IPL_L, IFG_L, and FG_R for trials with 250 ms ISI.  
(B) Responses at the stimulus onset in each area (IPL_L >​ FFA_R, p <​ 0.03; IPL >​ IFG_L, p =​ 0.07; 
IPL_L >​ FG_L, p =​ 0.09). **p <​ 0.01, Error bars refer to standard error of the mean (SEM).

Figure 7.  Three-dimensional view of dual network modes. White connections show the steady-state network 
mode, and red connections show the dynamic network mode.
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and repetition suppression are attributable to top-down modulation more directly than previous studies did and 
suggests a brain network related to perceptual expectation11,25. Additional studies are needed to clarify whether 
the roles of the areas in this network are invariant regardless of the specific stimuli, tasks, or probabilities, which 
will give more information for understanding the interaction between low-level and high-level areas in this 
phenomenon.

Our results pertaining to the proposed brain network provide some information regarding the neuronal 
mechanism involved in top-down modulation signal processing. The earlier response at IPL_L in comparison 
with those at FFA_R, IFG_L, and FG_L indicates that top-down modulation is initiated first in the parietal area. 
Because response enhancement and repetition suppression are thought to be modulated by perceptual expec-
tation, the early response at IPL_L may reflect a processing strategy in which stimulus probability information 
is updated first in the parietal area and is subsequently transferred to FFA_R, IFG_L, and/or FG_L for every 
stimulus input, constituting a dynamic network26,27. For this processing strategy to work, the parietal area has 
to maintain information regarding the frequency of previous trial occurrences or acquire this information from 
other areas.

Supporting that processing strategy is the steady-state network determined using GCM, which shows the 
directions of causality from IFG_L to IPL_L. This interaction between IFG_L and IPL_L in the steady-state net-
work may be related to several cognitive functional processes such as attention, working memory, and predictive 
coding, and IFG_L seems to play some significant role in these processes. Many studies have shown that the 
frontal and parietal areas play a critical role in attention tasks, regardless of task types28–30, and that they create a 
fronto–parietal network31–33. The fronto–parietal network is also reportedly involved in working memory pro-
cessing34,35. Furthermore, there are some studies showing that the fronto–parietal network is involved in famil-
iarity manipulation via a predictive coding model26 as well as predictive modulation36,37. In addition to those 
previous reports, our result demonstrates that there was no significant difference in the response times for target 
trials between the repetition block and the alternation block in the ISI experiment (see Supplementary Fig. S4), 
which were consistent with the previous study11. These indicate that the responses in the higher areas can-
not be explained by only a simple attentional effect and, therefore, suggest that IFG_L and IPL_L constitute a 
sub-network in the steady-state network and perform probability processing related to perceptual expectation.

Therefore, the results of previous studies and the present study suggest a mechanism for top-down modula-
tion. In particular, the network composed of FFA_R, IFG_L, and IPL_L, operates in two modes: 1) The fronto–
parietal interplay of IFG_L and IPL_L, working as a sub-network in the steady-state network mode, is involved in 
attending visual stimuli and sustaining information such as the probability variation in the task for the informa-
tion for probability or expectation. 2) The information in the fronto-parietal sub-network is transferred to FFA_R 
from IPL_L in the dynamic network mode (Fig. 7).

Unlike other studies using explicit cues, the temporal relationship here is thought to result from an implicit 
processing mechanism of probability or expectation because we did not provide any explicit information to par-
ticipants regarding expectation processing38–41. The similarity in behavioral data from trials with 250 ms ISI and 
1,000 ms ISI also supports the implicit processing. This suggests that the paradigm used in the present study and 
in previous studies is useful to prove dynamic properties of brain networks40–42.

For the response in the parietal area, which is locked to the stimulus input prior to other areas, a signal may be 
required to the parietal area from an area earlier than FFA_R. This could arise through a ventral to dorsal pathway 
that carries event information such as the stimulus-onset information that triggers expectation information. One 
of the candidate pathways is a major white-matter fascicle (vertical occipital fasciculus) connecting dorsal and 
ventral visual cortices42. However, further study is needed for elucidating the existence of such a pathway.

With regard to the specificity of top-down modulation, the response enhancement and suppression observed 
at FFA but not at the other areas in the temporal lobe indicates that this type of top-down modulation is spatially 
specific to stimulus contents. This is supported by previous studies focusing on repetition suppression modulated 
by perceptual expectation. In a study involving monkeys, there was no repetition suppression effect in LOC by 
repetition probability7; however, there was a significant effect in FBA9, FFA, and PPA8.

As for the lateralization for top-down modulation to the left hemisphere, previous several studies provide 
a possibility of the involvement of the left hemisphere (IFG_L and IPL_L) in temporal orienting (focusing to a 
specific moment in time)43, disengaging temporally presented sequences of stimulus input44 and categorization of 
stimulus inputs45 although further study is required to clarify it.

From the physiological point of view, the activation of the parietal area at stimulus onset may not be consistent 
with the BOLD theory in which activation signals begin to rise at 2–4 s46,47. However, this type of response pattern 
is not unusual. In instances where prior information regarding a stimulus (such as a cue) had been given, a BOLD 
response was observed from stimulus-related areas before the responses to the physical stimuli appeared38–41. 
Although we did not provide any explicit cue in the present experiments, the expectation for probability variation 
may work as an implicit cue and activate the area prior to the activation by the physical stimulus.

Taken together, our results more directly verify that top-down modulation is involved in response enhance-
ment and repetition suppression related to perceptual expectation and provide important systematic details for 
top-down modulation.

Methods
Participants.  Eleven subjects (22.82 ±​ 0.55 years, four males and seven females) participated in the study. 
None of the subjects took medications that may affect brain function, and none of them had clinical or patho-
logical neuropsychiatric disease. All subjects gave written informed consent. All experiments were performed in 
accordance with the relevant guidelines and regulations of the Gachon Gil Hospital’s Institutional Review Board, 
which approved all the experimental protocols.
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Experimental Procedure.  A mixed block design, containing an event-related design in the stimulus block, 
was used (Fig. 1). There were three trial conditions: repetition, alternation, and target. Each trial consisted of 
facial images presented as paired stimuli separated by ISI. These images were generated using FaceGen (Singular 
Inversions, Toronto, Canada). The repetition trials used a pair of same images. The alternation trials used a pair 
of different facial images. The target trials used a pair of images in which the second facial image was an inverted 
version of the first image. The on-time for each image was 50 ms.

The study consisted of two task runs with different ISIs (250 ms and 1,000 ms) for each participant. Each task 
run was mixed block/event-related design. There were two kinds of blocks (repetition blocks and alternation 
blocks) and three kinds of trials (repetition trial, alternation trial and target trial). Repetition trial consisted of two 
same face images whereas alternation trial consisted of two different face images. In addition, target trial consisted 
of upright and inverted face images. Each block consisted of 20 trials including repetition, alternation and target 
trials. There were 12 repetition trials, 4 alternation trials and 4 target trials in each repetition block while 4 rep-
etition trials, 12 alternation trials and 4 target trials in each alternation block. Repetition and alternation blocks 
were repeated thrice in each task at random order run and trials were separated by varying inter-trial intervals 
(2,000 ms–4,000 ms, mean =​ 3,000 ms). Three kinds of trial were presented randomly in both the repetition block 
and the alternation block. Each trial consisted of two stimuli with 50 ms duration and inter-stimulus interval 
of 250 ms, which made 350 ms for the 250 ms ISI experiment, and 1100 ms for the 1000ms ISI experiment. The 
stimulation was apparently event-related but implicitly grouped as the same way as the previous paper11. Each 
repetition and alternation block was 87 s.

To identify FFA, an additional experimental run was performed using a simple box-car design that included 
face and scene images. The run consisted of two types of stimulus blocks with either faces or scenes, which were 
interspersed with rest blocks. Each stimulus block was 12 s long and consisted of eight images. The duration of 
each image was 1500 ms. The rest block was 18 s long, during which a black crosshair was presented at the center 
of the screen on a gray background. Each stimulus block was repeated four times during the experimental run. 
The total scan time was 594s.

Data Acquisition.  The experiment was conducted using a 3-Tesla MRI scanner (MAGNETOM VERIO, 
Siemens, Erlangen, Germany). Functional images were obtained using a Gradient Echo single-shot echo planar  
image sequence (repetition time =​ 2,000 ms; echo time =​ 30 ms; in-plane resolution =​ 3.4 ×​ 3.4 mm2; slice 
thickness =​ 3.4 mm; number of slices =​ 34 with no gap; slice orientation along AC-PC). Using a gradient echo, 
T1-weighted anatomical images were acquired with inversion recovery and magnetization-prepared rapid acqui-
sition (repetition time =​ 1,900 ms; echo time =​ 2.93 ms; in-plane resolution =​ 1 ×​ 1 mm2; slice thickness =​ 1 mm). 
Functional images and T1-weighted images had the same orientation for better co-registration in 3D-space.

General Linear Model (GLM) Analysis.  Functional image data were analyzed using Brainvoyager QX 
(Brain Innovation B.V., Maastricht, the Netherlands). Functional images were preprocessed by slice-timing 
correction, head motion correction, and temporal high-pass filtering (above 0.01 Hz) to remove physiological 
noise. These images were co-registered with each anatomical image. For analyzing our rapid event-related design, 
deconvolution analysis, which was implemented using Brainvoyager software, was performed. In deconvolution 
analysis, 10 shifted predictors per stimulus trial condition were used to define the respective BOLD responses. 
Each time point was 2,000 ms (one single volume), and a whole BOLD response (from the initial to final point) 
was considered to last for 20 s. GLM analysis was performed after deconvolution analysis. To acquire maximum 
estimated beta values, we used the third and fourth time points of the averaged estimated response (6 and 8 s after 
the stimulus onset) for random effect analysis in four trials (Rr, Ra, Ar, Aa)48. All beta values were corrected for 
serial correlation by autocorrelation and normalized by z-transformation.

Granger Causal Model (GCM) Analysis.  We defined IFG_L, IPL_L and FG_L as reference ROIs. All 
time-series from those ROIs were used in GCM analysis. GCM analysis was conducted by a plugin in Brainvoyager 
QX. We firstly ran GCM analysis individually with those reference ROIs. A causality map of each reference ROI 
was computed. The causality map was difference GCM (dGCM) which showed effective connectivity from the 
reference ROI to other brain areas. The dGCM represented two types of causalities. One was the connectivity from 
a reference ROI to other areas and the other was the connectivity from the other areas to the reference ROI. All 
dGCM of four reference ROIs were analyzed individually and group dGCMs were estimated by using one-sample 
t-test. Group dGCMs were corrected for multiple comparisons at a cluster-level threshold of p <​ 0.05 49.

References
1.	 Grill-Spector, K., Henson, R. & Martin, A. Repetition and the brain: neural models of stimulus-specific effects. Trends Cogn. Sci. 10, 

14–23 (2006).
2.	 Krekelberg, B., Boynton, G. M. & van Wezel, R. J. A. Adaptation: from single cells to BOLD signals. Trends Neurosci. 29, 250–256 

(2006).
3.	 Sobotka, S. & Ringo, J. L. Stimulus specific adaptation in excited but not in inhibited cells in inferotemporal cortex of Macaque. Brain 

Res. 646, 95–99 (1994).
4.	 Ringo, J. L. Stimulus specific adaptation in inferior temporal and medial temporal cortex of the monkey. Behav. Brain Res. 76, 

191–197 (1996).
5.	 Xiang, J.-Z. & Brown, M. W. Differential neuronal encoding of novelty, familiarity and recency in regions of the anterior temporal 

lobe. Neuropharmacology 37, 657–676 (1998).
6.	 Kaliukhovich, D. A. & Vogels, R. Stimulus Repetition Probability Does Not Affect Repetition Suppression in Macaque Inferior 

Temporal Cortex. Cereb. Cortex 21, 1547–1558 (2011).
7.	 Kovács, G., Kaiser, D., Kaliukhovich, D. A., Vidnyánszky, Z. & Vogels, R. Repetition Probability Does Not Affect fMRI Repetition 

Suppression for Objects. J. Neurosci. 33, 9805–9812 (2013).



www.nature.com/scientificreports/

9Scientific Reports | 7:40626 | DOI: 10.1038/srep40626

8.	 Egner, T., Monti, J. M. & Summerfield, C. Expectation and Surprise Determine Neural Population Responses in the Ventral Visual 
Stream. J. Neurosci. 30, 16601–16608 (2010).

9.	 Ewbank, M. P. et al. Changes in ‘top-down’ connectivity underlie repetition suppression in the ventral visual pathway. J. Neurosci. 
Off. J. Soc. Neurosci. 31, 5635–5642 (2011).

10.	 Larsson, J. & Smith, A. T. fMRI Repetition Suppression: Neuronal Adaptation or Stimulus Expectation? Cereb. Cortex N. Y. NY 22, 
567–576 (2012).

11.	 Summerfield, C., Trittschuh, E. H., Monti, J. M., Mesulam, M.-M. & Egner, T. Neural repetition suppression reflects fulfilled 
perceptual expectations. Nat. Neurosci. 11, 1004–1006 (2008).

12.	 Mayrhauser, L., Bergmann, J., Crone, J. & Kronbichler, M. Neural repetition suppression: evidence for perceptual expectation in 
object-selective regions. Front. Hum. Neurosci. 8, 225 (2014).

13.	 Sung, Y.-W. et al. An fMRI study of neuronal interactions in face-selective areas of the brain. Brain Res. 1366, 54–59 (2010).
14.	 Serences, J. T. A comparison of methods for characterizing the event-related BOLD timeseries in rapid fMRI. NeuroImage 21, 

1690–1700 (2004).
15.	 Giesbrecht, B., Weissman, D. H., Woldorff, M. G. & Mangun, G. R. Pre-target activity in visual cortex predicts behavioral 

performance on spatial and feature attention tasks. Brain Res. 1080, 63–72 (2006).
16.	 Molinaro, N. & Carreiras, M. Electrophysiological evidence of interaction between contextual expectation and semantic integration 

during the processing of collocations. Biol. Psychol. 83, 176–190 (2010).
17.	 Ogawa, S. et al. An approach to probe some neural systems interaction by functional MRI at neural time scale down to milliseconds. 

Proc. Natl. Acad. Sci. 97, 11026–11031 (2000).
18.	 Grafton, S. T. & de C. Hamilton, A. F. Evidence for a distributed hierarchy of action representation in the brain. Hum. Mov. Sci. 26, 

590–616 (2007).
19.	 Króliczak, G., McAdam, T. D., Quinlan, D. J. & Culham, J. C. The Human Dorsal Stream Adapts to Real Actions and 3D Shape 

Processing: A Functional Magnetic Resonance Imaging Study. J. Neurophysiol. 100, 2627–2639 (2008).
20.	 Grabski, K., Lamalle, L. & Sato, M. Somatosensory-Motor Adaptation of Orofacial Actions in Posterior Parietal and Ventral 

Premotor Cortices. PLOS ONE 7, e49117 (2012).
21.	 Ward, E. J., Chun, M. M. & Kuhl, B. A. Repetition Suppression and Multi-Voxel Pattern Similarity Differentially Track Implicit and 

Explicit Visual Memory. J. Neurosci. 33, 14749–14757 (2013).
22.	 D’Arcy, R. C. N., Connolly, J. F., Service, E., Hawco, C. S. & Houlihan, M. E. Separating phonological and semantic processing in 

auditory sentence processing: A high-resolution event-related brain potential study. Hum. Brain Mapp. 22, 40–51 (2004).
23.	 Zandbelt, B. B., Bloemendaal, M., Neggers, S. F. W., Kahn, R. S. & Vink, M. Expectations and violations: Delineating the neural 

network of proactive inhibitory control. Hum. Brain Mapp. 34, 2015–2024 (2013).
24.	 Vink, M., Kaldewaij, R., Zandbelt, B. B., Pas, P. & du Plessis, S. The role of stop-signal probability and expectation in proactive 

inhibition. Eur. J. Neurosci. 41, 1086–1094 (2015).
25.	 Ewbank, M. P., von dem Hagen, E. A. H., Powell, T. E., Henson, R. N. & Calder, A. J. The effect of perceptual expectation on 

repetition suppression to faces is not modulated by variation in autistic traits. Cortex 80, 51–60 (2016).
26.	 Gardner, T., Goulden, N. & Cross, E. S. Dynamic Modulation of the Action Observation Network by Movement Familiarity. J. 

Neurosci. 35, 1561–1572 (2015).
27.	 Leitão, J., Thielscher, A., Tünnerhoff, J. & Noppeney, U. Concurrent TMS-fMRI Reveals Interactions between Dorsal and Ventral 

Attentional Systems. J. Neurosci. 35, 11445–11457 (2015).
28.	 Coull, J. T., Frith, C. D., Frackowiak, R. S. & Grasby, P. M. A fronto-parietal network for rapid visual information processing: a PET 

study of sustained attention and working memory. Neuropsychologia 34, 1085–1095 (1996).
29.	 Pugh, K. R. et al. Auditory Selective Attention: An fMRI Investigation. NeuroImage 4, 159–173 (1996).
30.	 Vanni, S. & Uutela, K. Foveal Attention Modulates Responses to Peripheral Stimuli. J. Neurophysiol. 83, 2443–2452 (2000).
31.	 Linden, D. E. J. et al. Cortical capacity constraints for visual working memory: dissociation of fMRI load effects in a fronto-parietal 

network. NeuroImage 20, 1518–1530 (2003).
32.	 Braga, R. M., Wilson, L. R., Sharp, D. J., Wise, R. J. S. & Leech, R. Separable networks for top-down attention to auditory non-spatial 

and visuospatial modalities. Neuroimage 74, 77–86 (2013).
33.	 Mastroberardino, S., Santangelo, V. & Macaluso, E. Crossmodal semantic congruence can affect visuo-spatial processing and activity 

of the fronto-parietal attention networks. Front. Integr. Neurosci. 9, 45 (2015).
34.	 Klingberg, T., O’Sullivan, B. T. & Roland, P. E. Bilateral activation of fronto-parietal networks by incrementing demand in a working 

memory task. Cereb. Cortex N. Y. N 1991 7, 465–471 (1997).
35.	 Pessoa, L. & Ungerleider, L. G. Neural correlates of change detection and change blindness in a working memory task. Cereb. Cortex 

N. Y. N 1991 14, 511–520 (2004).
36.	 Vossel, S., Thiel, C. M. & Fink, G. R. Cue validity modulates the neural correlates of covert endogenous orienting of attention in 

parietal and frontal cortex. NeuroImage 32, 1257–1264 (2006).
37.	 Ahlheim, C., Stadler, W. & Schubotz, R. I. Dissociating dynamic probability and predictability in observed actions—an fMRI study. 

Front. Hum. Neurosci. 8, 273 (2014).
38.	 Atlas, L. Y., Bolger, N., Lindquist, M. A. & Wager, T. D. Brain Mediators of Predictive Cue Effects on Perceived Pain. J. Neurosci. 30, 

12964–12977 (2010).
39.	 Hansen, K., Hillenbrand, S. & Ungerleider, L. Persistency of priors-induced bias in decision behavior and the fMRI signal. Decis. 

Neurosci. 5, 29 (2011).
40.	 Li, C. & Wu, J. Activation of Right Ventral Prefrontal Cortex Using a Predictive Cue during Visual Spatial Orienting of Attentional 

Processes: An fMRI Study. Neurol. Res. Int. 2012, e961342 (2012).
41.	 Bickel, S., Dias, E. C., Epstein, M. L. & Javitt, D. C. Expectancy-related modulations of neural oscillations in continuous performance 

tasks. NeuroImage 62, 1867–1876 (2012).
42.	 Yeatman, J. D. et al. The vertical occipital fasciculus: a century of controversy resolved by in vivo measurements. Proc. Natl. Acad. Sci. 

USA. 111, E5214–5223 (2014).
43.	 Correa, A., Lupiáñez, J., Milliken, B. & Tudela, P. Endogenous temporal orienting of attention in detection and discrimination tasks. 

Percept. Psychophys. 66, 264–278 (2004).
44.	 Coull, J. T. & Nobre, A. C. Where and When to Pay Attention: The Neural Systems for Directing Attention to Spatial Locations and 

to Time Intervals as Revealed by Both PET and fMRI. J. Neurosci. 18, 7426–7435 (1998).
45.	 Noesselt, T., Shah, N. J. & Jäncke, L. Top-down and bottom-up modulation of language related areas – An fMRI Study. BMC 

Neurosci. 4, 13 (2003).
46.	 Ogawa, S. et al. Intrinsic signal changes accompanying sensory stimulation: functional brain mapping with magnetic resonance 

imaging. Proc. Natl. Acad. Sci. 89, 5951–5955 (1992).
47.	 Aguirre, G. K., Zarahn, E. & D’Esposito, M. The Variability of Human, BOLD Hemodynamic Responses. NeuroImage 8, 360–369 

(1998).
48.	 Kohrs, C., Angenstein, N., Scheich, H. & Brechmann, A. Human striatum is differentially activated by delayed, omitted, and 

immediate registering feedback. Front. Hum. Neurosci. 6, 243 (2012).
49.	 Forman, S. D. et al. Improved assessment of significant activation in functional magnetic resonance imaging (fMRI): use of a cluster-

size threshold. Magn. Reson. Med. Off. J. Soc. Magn. Reson. Med. Soc. Magn. Reson. Med. 33, 636–647 (1995).



www.nature.com/scientificreports/

1 0Scientific Reports | 7:40626 | DOI: 10.1038/srep40626

Acknowledgements
This research was supported by MEXT-Supported Program for the Strategic Research Foundation at Private 
Universities, 2014–2018 and the National Research Foundation of Korea (NRF) Grant funded by Korea 
Government (MSIP) (no. NRF-2014M3C7033998).

Author Contributions
All authors, U.C., Y.S. and S.O., contributed equally to this work. All authors designed this study. U.C. collected 
the data. U.C. and Y.S. performed the data analysis. All authors discussed the results and implications, and wrote 
the manuscript at all stages.

Additional Information
Supplementary information accompanies this paper at http://www.nature.com/srep
Competing financial interests: The authors declare no competing financial interests.
How to cite this article: Choi, U.-S. et al. Steady-state and dynamic network modes for perceptual expectation. 
Sci. Rep. 7, 40626; doi: 10.1038/srep40626 (2017).
Publisher's note: Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

This work is licensed under a Creative Commons Attribution 4.0 International License. The images 
or other third party material in this article are included in the article’s Creative Commons license, 

unless indicated otherwise in the credit line; if the material is not included under the Creative Commons license, 
users will need to obtain permission from the license holder to reproduce the material. To view a copy of this 
license, visit http://creativecommons.org/licenses/by/4.0/
 
© The Author(s) 2017

http://www.nature.com/srep
http://creativecommons.org/licenses/by/4.0/

	Steady-state and dynamic network modes for perceptual expectation

	Results

	Discussion

	Methods

	Participants. 
	Experimental Procedure. 
	Data Acquisition. 
	General Linear Model (GLM) Analysis. 
	Granger Causal Model (GCM) Analysis. 

	Acknowledgements
	Author Contributions
	﻿Figure 1﻿﻿.﻿﻿ ﻿ Experimental design.
	﻿Figure 2﻿﻿.﻿﻿ ﻿ An example of an activation map for FFA_R.
	﻿Figure 3﻿﻿.﻿﻿ ﻿ Responses during the four trial types (Rr, Ra, Ar, and Aa) in FFA_R for trials with 250 ms ISI and 1,000 ms ISI.
	﻿Figure 4﻿﻿.﻿﻿ ﻿ Activation areas of whole brain analysis based on estimated response using deconvolution analysis (p < 0.
	﻿Figure 5﻿﻿.﻿﻿ ﻿ Responses during the four trial types (Rr, Ra, Ar, and Aa) in (A) IFG_L, (B) IPL_L and (C) FG_L for trials with 250 ms ISI and 1,000 ms ISI.
	﻿Figure 6﻿﻿.﻿﻿ ﻿ (A) Estimated time courses at FFA_R, IPL_L, IFG_L, and FG_R for trials with 250 ms ISI.
	﻿Figure 7﻿﻿.﻿﻿ ﻿ Three-dimensional view of dual network modes.



 
    
       
          application/pdf
          
             
                Steady-state and dynamic network modes for perceptual expectation
            
         
          
             
                srep ,  (2016). doi:10.1038/srep40626
            
         
          
             
                Uk-Su Choi
                Yul-Wan Sung
                Seiji Ogawa
            
         
          doi:10.1038/srep40626
          
             
                Nature Publishing Group
            
         
          
             
                © 2016 Nature Publishing Group
            
         
      
       
          
      
       
          © 2016 The Author(s)
          10.1038/srep40626
          2045-2322
          
          Nature Publishing Group
          
             
                permissions@nature.com
            
         
          
             
                http://dx.doi.org/10.1038/srep40626
            
         
      
       
          
          
          
             
                doi:10.1038/srep40626
            
         
          
             
                srep ,  (2016). doi:10.1038/srep40626
            
         
          
          
      
       
       
          True
      
   




