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In this functional magnetic resonance imaging (fMRI) study, we evaluated the effect of self-relevance on cerebral activity and behavioral performance during an incidental encoding task. Recent findings suggest that pleasantness judgments reliably induce self-oriented (internal) thoughts and increase default mode network (DMN) activity. We hypothesized that this increase in DMN activity would relate to increased memory recognition for pleasantly-judged stimuli (which depend on internally-oriented attention) but decreased recognition for unpleasantly-judged items (which depend on externally-oriented attention). To test this hypothesis, brain activity was recorded from 21 healthy participants while they performed a pleasantness judgment requiring them to rate visual stimuli as pleasant or unpleasant. One hour later, participants performed a surprise memory recognition test outside of the scanner. Thus, we were able to evaluate the effects of pleasant and unpleasant judgments on cerebral activity and incidental encoding. The behavioral results showed that memory recognition was better for items rated as pleasant than items rated as unpleasant. The whole brain analysis indicated that successful encoding (SE) activates the inferior frontal and lateral temporal cortices, whereas unsuccessful encoding (UE) recruits two key medial posterior DMN regions, the posterior cingulate cortex (PCC) and precuneus (PCU). A region of interest (ROI) analysis including classic DMN areas, revealed significantly greater involvement of the medial prefrontal cortex (mPFC) in pleasant compared to unpleasant judgments, suggesting this region’s involvement in self-referential (i.e., internal) processing. This area may be responsible for the greater recognition performance seen for pleasant stimuli. Furthermore, a significant interaction between the encoding performance (successful vs. unsuccessful) and pleasantness was observed for the PCC, PCU and inferior frontal gyrus (IFG). Overall, our results suggest the involvement of medial frontal and parietal DMN regions during the evaluation of self-referential pleasantness. We discuss these results in terms of the introspective referential of pleasantness judgments and the differential brain modulation based on internally- vs. externally-oriented attention during encoding.
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INTRODUCTION

Internally-oriented tasks are generally associated with a disengagement of attention from the external environment to internal thoughts, resulting in a superficial involvement in processing external stimuli with poor task performance (Smallwood and Schooler, 2006). Internally-oriented tasks depend, at least partially, on regions belonging to the default mode network (DMN; Harrison et al., 2008; Andrews-Hanna et al., 2014b). The DMN (see Gusnard and Raichle, 2001; Raichle et al., 2001; Raichle and Snyder, 2007; Raichle, 2010; Snyder and Raichle, 2012) is composed of midline anterior medial prefrontal cortex (mPFC) and posterior (retrosplenial; posterior cingulate cortex/precuneus, PCC/PCU) cortices, as well as lateral regions including the inferior parietal lobule (IPL), superior frontal cortex (SPC) and lateral temporal cortex (LTC). Although the exact functional role of the DMN is not fully understood (Fox et al., 2005; Andrews-Hanna et al., 2014a), it appears that the DMN plays a role in attentional demands and executive functions (Smallwood et al., 2012; Andrews-Hanna et al., 2014a). Indeed, previous studies suggest that the level of DMN activity could reflect various degrees of a subject’s involvement in processing external stimuli (Buckner et al., 2008). Specifically, increased DMN activity would reflect poor attention toward external items and low behavioral performance; whereas decreased DMN activity would rather reflect a significant amount of externally-oriented attention, leading to higher performances (Ossandón et al., 2011; Spreng, 2012). However, a few studies have demonstrated an opposite and paradoxical effect, when DMN was significantly activated and associated with a high level of performance (Kelley et al., 2002; Leshikar and Duarte, 2012; Maillet and Rajah, 2014). This situation can be typically observed during tasks requiring a significant amount of self-reference that depend on introspective mental thoughts. When a task requires internally-oriented attention, the DMN involvement may be considered task-successful (e.g., Spreng et al., 2010), as an increase in activity reflects an increase in internally-oriented processes helpful in performing the task. This situation underlines the importance of distinguishing between task-relevant internally-oriented thoughts that lead the DMN to be task-successful (e.g., Maillet and Rajah, 2014) from task-irrelevant spontaneous internal thoughts that lead the DMN to be task-unsuccessful (e.g., Fox et al., 2005; Kim, 2011). In other words, tasks requiring self-relevance and internally-oriented attention recruit the DMN. Within this framework, Maillet and Rajah (2014) showed that performing an encoding task based on the judgment of self-pleasantness (i.e., whether a stimulus feels subjectively pleasant or unpleasant), requires self-generated internal processes rather than processing external cues. When participants make a pleasantness judgment, they must depend on autobiographical processes, and semantic and episodic memories related to that emotional judgment. In fact, studies on emotional memory have highlighted that processes recruited by successfully-encoded items vary according to the valence (pleasant or unpleasant) of the given judgment (Kensinger and Schacter, 2008; Mickley and Kensinger, 2008; Ritchey et al., 2011). Specifically, pleasant or positive judgments tend to benefit from semantic, episodic and self-referential internally-oriented processing, whereas unpleasant or negative judgments tend to benefit from perceptual, low-level and externally-oriented processing (Mickley and Kensinger, 2008). Given that the pleasantness task induces self-relevant thoughts and internally-oriented attention, this kind of task should enhance the processing and encoding of pleasant judgments while impairing the encoding of unpleasant stimuli.

In this study, we evaluated to what extent the pleasantness judgment modulates cerebral activity and memory recognition using an incidental memory encoding task. We tested these interactions using both a region of interest (ROI) analysis, focused on three key DMN regions, as well as a whole brain analysis. We expected to find support for our hypothesis that pleasant judgments require a significant involvement of the DMN and internally-oriented attention thus leading to better encoding performance, whereas unpleasant judgments require a lesser involvement of the DMN and have poorer encoding performance.

MATERIALS AND METHODS

Participants

Twenty-one healthy adults (10 females, mean age = 27.33 years, SD = 3.89 years, age range 19–34 years) participated in the study. All participants were right-handed according to the Edinburgh Handedness Inventory (Oldfield, 1971), native French speakers and had no history of neurological and psychiatric disorders. They gave their informed written consent to participate to the experiment. The study was approved by the local Ethics Committee (CPP no. 09-CHUG-14, April 6th, 2009).

Tasks, Stimuli and Paradigm

Each participant performed two tasks, an incidental encoding memory task inside the MR scanner followed by a recognition task outside the MR scanner (see Figure 1 for an illustration of the procedure).
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FIGURE 1. Illustration of the experimental procedure. (A) shows the encoding task performed inside the MR scanner. (B) shows the recognition task performed outside the MR scanner.



Encoding Task during fMRI

Procedure

During the incidental encoding task, participants were instructed to perform a pleasantness judgment, that is, to decide whether a stimulus was pleasant or unpleasant and to provide manual responses using the index (for pleasant) and the middle finger (for unpleasant) of the right hand. To avoid the use of memory strategies, participants were not explicitly instructed to memorize items and were not informed of the subsequent memory recognition task. Furthermore, participants were informed that there were no correct or incorrect responses and that their judgment should be based on their own instantaneous appreciation of the pleasantness. We chose to not include a neutral condition, in order to force participants to search for subjective self-related emotional states (either pleasant or unpleasant) associated with stimulus attributes. All participants underwent a training session with different stimuli, before entering into the MR scanner.

Stimuli

We used 180 visual mixed stimuli representing verbal (words) and non-verbal (unfamiliar faces; pictures) material. Stimuli were chosen according to their objective emotional valence, half of them being considered pleasant and the other half unpleasant. Stimuli objectively rated as pleasant and unpleasant, were used to maximize the chance of obtaining an equivalent number of pleasant and unpleasant judgments during the encoding task. Words were French concrete familiar nouns composed of 6–7 letters (average frequency = 43.84 according to New et al., 2001) selected from Bonin et al. (2001) normative battery. Their emotional valence was determined according to Bonin et al. (2001) classification. They were written in white “Courier New” font, size 14 and centered on a black background. Unfamiliar faces were selected according to their objective emotional valence from an in-house database; they were displayed in a gray scale on a black background. Pictures were selected from the International Affective Picture System (IAPS; Lang et al., 1999), based on their objective emotional valence (scores for negative pictures between 1 and 4, and scores for positive pictures between 6 and 9) and displayed identically to faces.

Each stimulus was presented for 3.5 s and was followed by a 0.5 s of fixation cross, the total trial duration being 4 s (Figure 1). Stimuli were presented via E-prime Software (Psychology Software Tools Inc., Pittsburgh, PA, USA) running on a PC computer and displayed at the center of a black screen. They were transmitted into the MR imager by means of a video projector (Epson EMP 8200), a projection screen and a mirror centered above the participant’s eyes.

Functional MRI paradigm

We used a mixed block-event related paradigm with previous optimization of stimulus onset (Friston et al., 1999). The 180 stimuli were presented along six runs, each run including one block of 30 items (i.e., 10 pictures, 10 faces and 10 words) in which all stimuli of the same type were presented together, followed by a rest condition of 20 s (total duration per run: 140 s). To stabilize the MR magnetic field, the first five “dummy” scans were discarded from the subsequent analyses. Overall, 288 functional volumes were acquired for a total duration of 18 min.

MR acquisition

Experiments were performed in a whole-body 3T MR scanner (BrukerMedSpec S300). Functional images were obtained using a T2*-weighted, gradient-echo, echoplanar imaging (EPI) sequence with whole-brain coverage (Repetition time = 3 s, spin echo time = 40 ms, flip angle = 77). Thirty-nine axial slices parallel to the antero-posterior commissural plane were acquired in interleaved order (3 × 3 mm in plane resolution with a slice thickness of 3.5 mm). A B0 fieldmap was also acquired from two gradient echo data sets with a standard 3D FLASH sequence (ΔTE = 9.1 ms). In addition, a high-resolution T1-weighted whole-brain structural image was acquired for each participant (MP-RAGE, volume of 256 × 224 × 176 mm3 with a resolution of 1.33 × 1.75 × 1.37 mm3).

Recognition Task Outside the MR Imager

The recognition task was performed 1 h later the functional magnetic resonance imaging (fMRI) examination, outside the MR imager, on a computer. Participants were shown the 180 test stimuli mixed with 180 new stimuli, and were instructed to indicate the stimuli previously seen during the encoding task. The new stimuli were selected from the same databases as the test stimuli. Given that we were interested to evaluate the effect of the subjective pleasantness judgment on the encoding performance and on DMN activation, we performed a post hoc classification of trials in Pleasant and Unpleasant, based on each subject’s responses during the incidental encoding task. The encoding performance was based on recognition accuracy measured during the subsequent recognition task. The successful encoding (SE) condition corresponded to subsequently correctly recognized events whereas the unsuccessful encoding (UE) condition corresponded to subsequently forgotten events. Finally, four conditions of interest have been included, Pleasant-SE, Pleasant-UE, Unpleasant-SE and Unpleasant-UE.

Data Processing

Behavioral Analyses

In order to assess the effect of the Pleasantness judgment (Pleasant, Unpleasant) on the Encoding performance (SE, UE), 2 × 2 within-subject analyses of variance (ANOVA) were conducted on the response rates (%CR Correct responses) and the reaction times (RTs, in milliseconds) measured during the encoding task. As described previously, the encoding performance was based on response accuracy in the recognition task, whereas pleasantness was based on participant’s subjective ratings during the incidental encoding task.

fMRI Data Processing

Spatial pre-processing

For each participant, functional images were first, time-corrected (slice timing using the middle slice as a reference). All volumes were realigned to correct for the head motion using rigid body transformations. Unwrapping was performed using the individually acquired fieldmaps to correct for the interaction between head movements and EPI distortions (Andersson et al., 2001). The T1-weighted anatomical volume was co-registered to mean images created by the realignment procedure and was normalized to the MNI space using a trilinear interpolation. The anatomical normalization parameters were then used for the normalization of functional volumes. All functional images were subsequently smoothed using a 6 mm full-width at half maximum Gaussian kernel to improve the signal-to-noise ratio and to compensate for the anatomical variation between individual brains.

Statistical analyses

For each participant, four conditions were modeled by means of the General linear model (Friston et al., 1994): Pleasant-SE, Pleasant-UE, Unpleasant-SE and Unpleasant-UE. Six realignment parameters were also included in the design matrix as covariates of no interest. The blood-oxygen-level dependence (BOLD) response for each event was modeled using a canonical hemodynamic response function (HRF). Before estimation, a high pass filtering with a cutoff period of 128 s was applied. Beta weights associated with the modeled HRF responses were then computed to fit the observed BOLD signal time course in each voxel for each of the four conditions.

Two types of statistical analyses were performed: a ROI analysis and a whole brain analysis. Both analyses had the following three goals: (a) identification of cerebral regions underlying the subjective pleasantness judgment (Pleasant, Unpleasant); (b) identification of cerebral regions underlying the encoding performance (i.e., encoding performance SE, UE); and (c) identification of a possible interaction effect between the pleasantness judgement and encoding performances.

ROI analyses were performed by using a priori ROI masks for three DMN regions, as proposed by Fox et al. (2005). These regions were, bilaterally, the mPFC, the PCC/PCU and the Lateral Parietal Cortex (LPC). Specifically, we retained all activated voxels included within a 6 mm radius around the MNI peak of activation reported by Fox et al. (2005) in the left and in the right hemispheres (RHs) (i.e., mPFC: ±1 48 −1; PCC/PCU: ±5 −52 40 and LPC: ±45 −70 35). MarsBar Software1 was used to build ROIs. For each ROI and each participant, the percentage of MR signal change was measured and the corresponding values were included into a 3 × 2 × 2 within-subject ANOVA. This analysis allowed us to evaluate the effect of the pleasantness judgment (Pleasant, Unpleasant) and encoding performance (SE, UE) on the activity of the three DMN regions. A separate ANOVA was performed for the left and for the RH.

A subsequent whole brain analysis was performed. To draw population-based inferences (Friston et al., 1998), a second-level random effect group analysis was carried-out. An ANOVA was performed based on individual analyses by means of a flexible-factorial design following the guidelines of Glascher and Gitelman (2008). This ANOVA modeled the subjective pleasantness judgment (Pleasant, Unpleasant) and encoding performance (SE, UE) as within-subject factors in order to test the interaction between them. The significance value was set at p < 0.001, uncorrected for each contrast (height threshold T = 3.55) with a voxel cluster extent estimated for each contrast with a Monte Carlo simulation (using the REST toolkit, Song et al., 2011). These voxel cluster extended (k) correspond to: k > 60 for the main effect of pleasantness judgmement; k > 50 for the main effect of encoding performance and k > 55 for the interaction between pleasantness judgmement and encoding performance. Similar to the previously mentioned ROI analysis, this ANOVA allowed us to evaluate the effects of the pleasantness judgement, encoding performance and the relationship between both factors on cerebral activity in all brain regions (outside and within the DMN).

RESULTS

Behavioral Results

The analysis conducted on RTs showed no significant difference (F(1,20) = 2.76, p = 0.11, [image: image] = 0.12) between Pleasant (M = 53%, SD = 7%) and Unpleasant (M = 47%, SD = 7%) ratings. The analysis conducted on performances showed a significant main effect of encoding (F(1,20) = 8.81, p < 0.05, [image: image] = 0.30), indicating that the majority of stimuli were Successfully encoded vs. unsuccessfully encoded (M = 59%, SD = 14%). The interaction between pleasantness ratings and encoding performance was significant (F(1,20) = 7.04, p < 0.05, [image: image] = 0.26). The decomposition of the interaction showed (F(1,20) = 9.39, p < 0.05) that SE items were more often rated as Pleasant (M = 33%, SD = 10%) than Unpleasant (M = 27%, SD = 8%); this difference was absent for UE items (F < 1). The analysis conducted on RTs revealed a significant main effect of pleasantness. Participants were faster (F(1,20) = 8.87, p < 0.05, [image: image] = 0.30) to judge items as Pleasant (M = 1383 ms; SD = 297 ms) than Unpleasant (M = 1485 ms; SD = 343 ms). No significant effect was found, neither for encoding performance (F(1,20) = 1.64, p = 0.21, [image: image] = 0.08) nor for the interaction between pleasantness ratings and encoding performance (F < 1).

Functional MRI Results

ROI Analysis with DMN Regions

As illustrated in Figure 2, the ANOVA performed at the left hemisphere (LH) shows a significant main effect of Pleasantness judgment (F(1,20) = 7.86, p = 0.01) with a higher % of MR signal change for Pleasant (M = 0.80% MR, SD = 1.14% MR) than for Unpleasant (M = 0.54% MR, SD = 1.02% MR) trials. The ANOVA also showed a significant interaction between the DMN regions and Pleasantness (F(2,40) = 9.28, p = 0.0004). Planned comparisons revealed that the significant difference between Pleasant and Unpleasant conditions was only observed for the mPFC, with greater signal change during the Pleasant (M = 0.71% MR, SD = 2.2% MR) than during the Unpleasant condition (M = 0.17% MR, SD = 1.2% MR). The RH ANOVA revealed a significant main effect of the DMN region (F(2,40) = 3.38, p = 0.04) with greater involvement of the mPFC (M = 0.61% MR, SD = 0.92% MR) than the PCC/PCU (M = 0.12% MR, SD = 0.96% MR) and the PLC (M = 0.15% MR, SD = 1.31% MR). We also obtained a significant main effect of Pleasantness (F(1,20) = 16.78, p = 0.0005) with greater signal change during the Pleasant (M = 0.41% MR, SD = 1.27% MR) than Unpleasant condition (M = 0.18% MR, SD = 1.05% MR). A significant interaction between the DMN regions and Pleasantness was once again observed (F(2,40) = 9.43, p = 0.0004), revealing a significant difference between the Pleasant and Unpleasant conditions for the mPFC and PLC. For the mPFC, the Pleasant judgments (M = 0.87% MR, SD = 1.29% MR) induced greater signal change than Unpleasant judgments (M = 0.34% MR, SD = 1.27% MR). Similarly, for the right PLC, the Pleasant judgment (M = 0.21, SD = 0.82) induced greater signal change than Unpleasant judgments (M = 0.08% MR, SD = 0.98% MR). No main effect or interaction was observed for the encoding performance.
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FIGURE 2. ROI analysis based on default mode network (DMN) regions reported by Fox et al. (2005). For each DMN region the percent of MR (%MR) signal change is presented for the left (red) and right (blue) hemisphere. Abbreviations: mPFC, medial Prefrontal Cortex; PCC/PCU, Posterior Cingulate Cortex/Precuneus; LPC, Lateral Parietal Cortex; LH, Left Hemisphere; RH, Right Hemisphere. Significant statistical differences are represented by asterisk.



Whole Brain Analysis

A main effect of Pleasantness was observed for the right inferior and middle temporal gyri, which were both more involved in Unpleasant than in Pleasant judgments (as illustrated in Table 1, Figure 3A). No region was found to be more significantly activated during Pleasant than Unpleasant trials. A main effect of the encoding performance was also found for the left inferior frontal gyrus (IFG, including pars triangularis and orbitalis), left precentral gyrus, and left inferior and middle temporal gyri which were more activated in SE than in UE (see Table 1, Figure 3B). Contrarily, the bilateral PCU and bilateral PCC, two DMN structures, were more activated during UE than SE. Finally, an interaction was found between the encoding performance and the subjective pleasantness judgment for the bilateral PCU, bilateral PCC and left IFG (see Table 2, Figure 4). First of all, the parameter estimates showed that for the PCU, the difference between pleasant and unpleasant judgments was significantly greater for the UE than SE condition. During UE, the pleasant items induced greater BOLD activity in the PCU than the unpleasant items. Contrarily, the parameter estimates showed that for the PCC, the difference between pleasant and unpleasant judgments was greater for the SE than UE condition; during SE, pleasant items induced a greater percentage of MR activity than unpleasant items. Similarly, the parameter estimates revealed that for the IFG, the difference between pleasant and unpleasant judgments was greater for the SE than UE condition; indeed, during SE the unpleasant items induced a greater percentage of signal change than pleasant items.

TABLE 1. Summary of the regions significantly activated based on the random-effect group analysis for the main effect of encoding performance and pleasantness judgment.
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FIGURE 3. Activation provided by the random-effect group analyses. (A) shows the activation for the main effect of pleasantness judgment (Pleasant vs. Unpleasant; Unpleasant vs. Pleasant). (B) shows the activation for the main effect of encoding performance (SE vs. UE and UE vs. SE). The activation is projected onto 2D anatomical slices in axial, coronal, and sagittal orientations, MNI coordinates are presented. The color scale indicates the T value of the activation (height threshold T = 3.55, p < 0.001 uncorrected) with a voxel cluster extent estimated for each contrast with a Monte Carlo simulation. Abbreviations: SE, Successful Encoding; UE, Unsuccessful Encoding.



TABLE 2. Summary of the regions significantly activated based on the random-effect group analysis for the interaction effect between encoding performance and pleasantness judgment.
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FIGURE 4. Activation provided by the random effect group analysis on the statistical interaction between pleasantness judgment and encoding performance. The direction of the interaction was represented by the estimates parameters for each experimental condition and each region, PCU, PCC and IFG (inferior frontal gyrus). The activation is projected onto 2D anatomical slices in axial, coronal, and sagittal orientations, MNI coordinates are presented. The color scale indicates the T value of the activation (height threshold T = 3.55, p < 0.001 uncorrected) with a voxel cluster extent estimated with a Monte Carlo simulation (K = 55). Abbreviations: SE, Successful Encoding; UE, Unsuccessful Encoding.



DISCUSSION

The main objective of this fMRI study was to evaluate cerebral activity related to a self-related process, (i.e., the pleasantness judgment) during an incidental memory encoding task, and to evaluate the relationship between the amount of brain activity and the level of task performance (i.e., SE vs. UE). Specifically, we used the pleasantness judgment to predict whether DMN activity would relate to successful or UE given the particular orientation in the pleasantness judgment task. Indeed, the majority of studies posit that the DMN is generally deactivated (i.e., the activation level decreases) while a subject successfully performs an externally-driven task, typically a memory task (e.g., Shrager et al., 2008; Kim, 2011). However, a few studies have indeed reported increased DMN activity related with successful task performance (e.g., Kelley et al., 2002; Leshikar and Duarte, 2012; Maillet and Rajah, 2014). The pleasantness judgment, as used in our study, necessitates increased internal allocation of attention as a self-related subjective decision is required to perform the task. Moreover, given that previous studies revealed that stimuli judged as positive tend to benefit from internally-oriented attention and stimuli judged as negative from the externally-oriented attention and low-level sensory processes (e.g., Mickley and Kensinger, 2008; Ritchey et al., 2011), we expected to show that increased DMN activity would lead to SE for the pleasantly-judged items and to UE for the unpleasantly-judged items. In agreement with these predictions, behavioral performance indicated that participants were significantly more accurate and faster to respond to items rated as pleasant than to items rated as unpleasant. This could suggest that the internally-oriented attention during pleasant items were related with task success.

The ROI analysis based on Fox et al. (2005) showed a significant effect of the Pleasantness judgment on two DMN regions, but no effect on the encoding performance. Specifically, we showed greater involvement of the bilateral mPFC and right LPC during pleasant compared to unpleasant judgments. This is in line with our hypothesis and with behavioral results, as we predicted that pleasant judgments would induce a greater involvement of DMN regions as they depend on internally-oriented, self-relevant thoughts. Considering now the results from the whole brain analysis, only the unpleasant judgment induced significant change in brain activity within the LTC (inferior and middle temporal gyri). These regions, as well as the IFG, were associated with SE. UE recruited the bilateral PCU and the PCC, midlines cortices belonging to the DMN. Asides for the temporal gyri, activity in all of these regions differed according to the type of judgment (pleasant, unpleasant) and the encoding performance (successful, unsuccessful). Thus, the whole brain results suggest posterior DMN modulation by the pleasantness judgment and the encoding performance.

Although different DMN regions were revealed by the ROI and by the whole brain analysis, these results are not contradictory. In the whole brain analysis, an interaction between encoding performance and pleasantness was found for the PCC and the PCU, whereas in the ROI analysis no effects were observed for these regions. The lack of findings for the PCC and PCU in the ROI analysis may have resulted for two reasons. First, as reported by Fox et al. (2005), the PCC and PCU were not dissociated in our analysis, but considered together, as one region in the ROI analysis. Due to the apparent anatomical and functional proximity (i.e., strong covariation in resting state fMRI data) of both structures, most fMRI studies consider the two regions together as a posterior element of the DMN. Nevertheless, a growing number of studies have demonstrated a potential differentiation between PCU- and PCC-based networks. For instance, Whitfield-Gabrieli et al. (2011) have recently shown a dissociation between PCC and PCU activity, their results suggesting that the PCC is more greatly related to self-referential processing whereas the PCU is more greatly related to episodic retrieval. In addition, the localization of these structures based on the MNI coordinates used in the whole brain analysis and those reported by Fox et al. (2005) for the ROI analysis differ greatly and may have contributed to the differing pattern of results observed in this study. In the following sections, we discuss the implications of the results from both types of analyses in terms of the main effects of pleasantness and encoding performance, as well as their interaction.

Main Effect of Pleasantness Judgment

As illustrated by the ROI analysis, we obtained a significant effect of Pleasantness on the DMN activity, specifically on the mPFC. Although past research has consistently demonstrated the involvement of the mPFC in the emotional evaluation of stimuli during introspective tasks requiring internally-oriented attention (e.g., Gusnard et al., 2001; Phan et al., 2002; Northoff and Bermpohl, 2004; Pallesen et al., 2009; Qin and Northoff, 2011; Maillet and Rajah, 2014), its differential involvement in positive and negative (pleasant or unpleasant) judgments has only scarcely been investigated.

Several studies suggested that the mPFC is involved in emotion processing, regardless of valence (Lane et al., 1997; Phan et al., 2002; LaBar and Cabeza, 2006), suggesting a non-specific involvement of the mPFC in processing emotional information. In the present study, the greater involvement of the mPFC in Pleasant vs. Unpleasant judgments could result from an enhancement of self-referenced introspective processing when a stimulus is “felt” as pleasant. This may include self-projection and planning, as well as an attentional focus on personal semantics and autobiographical representations. Indeed, the mPFC is frequently activated in neuroimaging studies of autobiographical memory (Svoboda et al., 2006; Cabeza and St Jacques, 2007; Bado et al., 2014) and its activation is consistently reported as being related to personal and subjective features of experiencing internal states. Furthermore, the mPFC activity is higher during introspective activities and lower during attention-demanding tasks (Gusnard and Raichle, 2001; Gusnard et al., 2001). Furthermore, the mPFC and its interaction with the medial temporal cortex have been proposed to be involved in memory encoding and retrieval (for a review, see Euston et al., 2012).

Based on the whole brain analysis, we showed that Pleasantness modulates cerebral activity within lateral temporal cortices (inferior and middle gyri), with greater involvement in Unpleasant than in Pleasant judgments. Although temporal cortices are included in DMN, their activity is more weakly correlated with the other DMN regions (Buckner et al., 2008). Activity in the inferior and middle temporal gyri may have been more strongly linked to unpleasant than pleasant judgments because these regions are also related to the dorsal attentional network that is involved in externally-guided cognition (Corbetta and Shulman, 2002), which would have preferentially benefited negative stimuli. As such, the increased activity in the LTC may reflect a higher-level of visual analysis guided toward the perceptive characteristics of the external stimuli (e.g., Smallwood et al., 2012) rather than internally-oriented thought processing.

Main Effect of Encoding Performance

The whole brain analysis revealed that encoding performance modulated the activity of several regions. Indeed, SE induced fronto-temporal activation, including the inferior and middle temporal gyri and the IFG (pars triangularis and orbitalis), whereas UE induced increased activity in the PCU and PCC (for similar results, see the review by Kim, 2011). The IFG may have been preferentially involved in SE because of its crucial role in the selection, maintenance, organization, and control of incoming information (Ranganath and Knight, 2003; Badre et al., 2005; Badre and Wagner, 2007; Blumenfeld and Ranganath, 2007). The co-activation of the IFG and the inferior/middle temporal gyri may reflect “top-down” attentional processes going from the IFG to the temporal regions in order to maintain and organize the incoming visual information (e.g., Yvert et al., 2012; Perrone-Bertolotti et al., 2014b). This is in line with the findings from several studies that suggest that externally-oriented attention involves a dorsal attentional network comprising of frontal and temporal regions (but also parietal regions not observed here, e.g., Fox et al., 2005). In addition, previous episodic memory studies have revealed a similar frontal and temporal network relation with memory performance (e.g., Schacter and Wagner, 1999; Simons and Spiers, 2003; Kim, 2011). An alternative explanation for the involvement of IFG during SE may be the use of sub-vocalizations (i.e., deliberate inner speech generation) that have been shown to improve cognitive task performance by increasing the focus on the task instruction (for a review, see Perrone-Bertolotti et al., 2014a; Hurlburt et al., 2016).

On the other hand, the relationship between UE and the two DMN regions, PCU and PCC, is in line with past studies demonstrating the role of DMN activation on UE (e.g., Kim, 2011). Both the PCU and PCC are consistently associated with encoding failure (Otten and Rugg, 2001; Wagner and Davachi, 2001; Daselaar et al., 2004, 2009; Kim, 2011; Maillet and Rajah, 2014), despite the type of encoding task employed (Kim, 2011), even if it involves internally-oriented thoughts and introspective processes (e.g., Shrager et al., 2008). Some authors have proposed that the PCU and PCC play a central role in the disengagement of attention from external stimuli to internal thought processes that are often irrelevant to the task at hand (Kircher et al., 2000, 2002; Wagner et al., 2005; Cavanna and Trimble, 2006; Hassabis and Maguire, 2007, 2009; Mason et al., 2007). The encoding failure observed in relation to PCC and PCU activity may therefore result from a disengagement of one’s externally-oriented attention to an internal allocation of attention toward spontaneous thoughts, leading to an insufficient processing of external stimuli (Vannini et al., 2011). This would suggest that the processing of spontaneous internal thoughts and the processing of external input induces competition for attentional resources (Dehaene and Changeux, 2005).

Interaction Between Pleasantness Judgment and Encoding Performance

Once again, the whole brain analyses revealed that several of the regions involved in the main effect of encoding performance (PCU, PCC, IFG) displayed a different pattern of activation depending on the valence of the pleasantness judgment. Despite the two DMN regions being more greatly involved in UE than SE, they both showed a different pattern of response when considering the pleasantness of the judgments. The PCC was found to be more greatly influenced by the pleasantness judgment for SE than for UE. More specifically, the PCC was more greatly deactivated during SE unpleasant judgments than during SE pleasant judgments. This is coherent with the view that the DMN is deactivated because a decrease in PCC activity was related to an increase in memory performance for unpleasant stimuli only. Although we cannot conclude based on these findings that PCC activity led to increased task performance for pleasant judgments (as an increased activation for SE pleasant judgments was not found), these results suggest that the SE of pleasant and unpleasant stimuli differentially recruit this posterior DMN region. Contrary to the PCC, the PCU was in fact more involved during UE pleasant than during UE unpleasant judgments, suggesting that increased PCU activity during encoding was related to decreased memory performance for pleasant judgments. This might suggest that contrary to our hypothesis, the PCU region of the DMN was task negative for pleasant stimuli, perhaps reflecting increased task-irrelevant thoughts for pleasant compared to unpleasant stimuli. However, no difference in pleasantness judgments was observed for SE, therefore we cannot conclude on whether an increase or decrease in PCU activity is required for a paralleled increase or decrease in successful memory performance for pleasant stimuli. In this study we chose to use the pleasantness judgment as it is a commonly-used incidental encoding task and it encourages the orientation of attention to internal thoughts. However, future studies are needed to fully dissociate relevant from irrelevant thoughts in such tasks.

Finally, the one brain region not associated with the DMN that was found to be more involved in SE than in UE, was the IFG. This region showed greater activity in SE unpleasant than in SE pleasant judgments, although no such difference was observed for the UE conditions. In line with our previous interpretation, the increased involvement of IFG during SE may result from increased sub-vocalization during encoding, that would lead to a greater number of memory traces available upon retrieval. In support of this interpretation, Glotzbach et al. (2011) also found that participants had greater IFG activity when they rated stimuli as negative, and explained these results also in terms of sub-vocalization. It is possible that sub-vocalization is more frequent for unpleasant than for pleasant judgments as they may serve to regulate the negative affect felt in response to the stimulus.

Although our results are generally consistent with our hypotheses, a few limitations should be mentioned. First of all, the conclusions drawn from our whole brain fMRI analyses (threshold dependent) should be interpreted with caution given that the results were obtained with an uncorrected threshold. To minimize potential interpretation errors, we used a voxel cluster extent estimation with Monte Carlo simulation throughout our analyses. Secondly, the PCU region analyzed in our study is more posterior than that observed by other authors such as Fox et al. (2005). According to the dual-attention perspective (Behrmann et al., 2004), the dorsal and verbal parts of the PCU underlie different functions during encoding. The dorsal part of the PCU supports the goal-directed allocation of attention whereas its ventral part reflects self-oriented reflexive attention. Consequently, SE should rely on the dorsal part of the PCU whereas UE should rely on its ventral part. Nevertheless, our results only showed an involvement of the more dorsal part of the PCU during UE, which may be explained by introspective and self-related aspects of the encoding task demands (in relation with pleasantness). Finally, it is also important to highlight that in the present study several types of material (verbal and nonverbal) were used in the incidental memory task. Studies exploring the effect of the cerebral correlates of encoding performances showed different laterality effect on several brain regions according to material (for instance, see Kim, 2011).

CONCLUSION

The main objective of this fMRI study was to investigate how the self-related pleasantness judgment influences encoding performance and the DMN activity. Our main results suggest an interaction between the pleasantness judgment and encoding performance on the posterior regions of the DMN, including the PCU and the PCC, and also at the level of the IFG. Furthermore, the mPFC was more involved in Pleasant judgments suggesting that this region is related to self-referential processing. Our results indicate a possible relation between the internal thoughts induced by the pleasantness judgment and the encoding performance, suggesting complex cooperation between DMN and task-successful regions. Results were interpreted in terms of information processing based on an introspective referential and in terms of internally- or external-oriented attention, for pleasant and unpleasant encoded items.

AUTHOR CONTRIBUTIONS

MP-B and MB desing research; MP-B, CP and MB performed research; MP-B, MB and CP analyzed data; MP-B, MC, KTR, PH and MB wrote the article. All authors listed, have made substantial, direct and intellectual contribution to the work, and approved it for publication.

ACKNOWLEDGMENTS

We thank all participants. Authors are grateful to Stéphane Rousset and reviewers for helpful comments and suggestions and to Emilie Cousin for advice with fMRI data processing.

FOOTNOTES

1^http://marsbar.sourceforge.net/

REFERENCES

Andersson, J. L. R., Hutton, C., Ashburner, J., Turner, R., and Friston, K. (2001). Modeling geometric deformations in EPI time series. Neuroimage 13, 903–919. doi: 10.1006/nimg.2001.0746

Andrews-Hanna, J. R., Saxe, R., and Yarkoni, T. (2014a). Contributions of episodic retrieval and mentalizing to autobiographical thought: evidence from functional neuroimaging, resting-state connectivity and fMRI meta-analyses. Neuroimage 91, 324–335. doi: 10.1016/j.neuroimage.2014.01.032

Andrews-Hanna, J. R., Smallwood, J., and Spreng, R. N. (2014b). The default network and self-generated thought: component processes, dynamic control and clinical relevance. Ann. N Y Acad. Sci. 1316, 29–52. doi: 10.1111/nyas.12360

Bado, P., Engell, A., Oliveira-Souza, R., Bramati, I. E., Paiva, F. F., Basilio, R., et al. (2014). Functional dissociation of ventral frontal and dorsomedial default mode network components during resting state and emotional autobiographical recall. Hum. Brain Mapp. 35, 3302–3313. doi: 10.1002/hbm.22403

Badre, D., Poldrack, R. A., Paré-Blagoev, E. J., Insler, R. Z., and Wagner, A. D. (2005). Dissociable controlled retrieval and generalized selection mechanisms in ventrolateral prefrontal cortex. Neuron 47, 907–918. doi: 10.1016/j.neuron.2005.07.023

Badre, D., and Wagner, A. D. (2007). Left ventrolateral prefrontal cortex and the cognitive control of memory. Neuropsychologia 45, 2883–2901. doi: 10.1016/j.neuropsychologia.2007.06.015

Behrmann, M., Geng, J. J., and Shomstein, S. (2004). Parietal cortex and attention. Curr. Opin. Neurobiol. 14, 212–217. doi: 10.1016/j.conb.2004.03.012

Blumenfeld, R. S., and Ranganath, C. (2007). Prefrontal cortex and long-term memory encoding: an integrative review of findings from neuropsychology and neuroimaging. Neuroscientist 13, 280–291. doi: 10.1177/1073858407299290


Bonin, P., Chalard, M., Méot, A., and Fayol, M. (2001). Age-of-acquisition and word frequency in the lexical decision task: further evidence from the French language. Curr. Psychol. Cogn. 20, 401–443.


Buckner, R. L., Andrews-Hanna, J. R., and Schacter, D. L. (2008). The brain’s default network: anatomy, function and relevance to disease. Ann. N Y Acad. Sci. 1124, 1–38. doi: 10.1196/annals.1440.011

Cabeza, R., and St Jacques, P. (2007). Functional neuroimaging of autobiographical memory. Trends Cogn. Sci. 11, 219–227. doi: 10.1016/j.tics.2007.02.005

Cavanna, A. E., and Trimble, M. R. (2006). The precuneus: a review of its functional anatomy and behavioural correlates. Brain 129, 564–583. doi: 10.1093/brain/awl004

Corbetta, M., and Shulman, G. L. (2002). Control of goal-directed and stimulus-driven attention in the brain. Nat. Rev. Neurosci. 3, 201–215. doi: 10.1038/nrn755

Daselaar, S. M., Prince, S. E., and Cabeza, R. (2004). When less means more: deactivations during encoding that predict subsequent memory. Neuroimage 23, 921–927. doi: 10.1016/j.neuroimage.2004.07.031

Daselaar, S. M., Prince, S. E., Dennis, N. A., Hayes, S. M., Kim, H., and Cabeza, R. (2009). Posterior midline and ventral parietal activity is associated with retrieval success and encoding failure. Front. Hum. Neurosci. 3:13. doi: 10.3389/neuro.09.013.2009

Dehaene, S., and Changeux, J. P. (2005). Ongoing spontaneous activity controls access to consciousness: a neuronal model for inattentional blindness. PLoS Biol. 3:e141. doi: 10.1371/journal.pbio.0030141

Euston, D. R., Gruber, A. J., and McNaughton, B. L. (2012). The role of medial prefrontal cortex in memory and decision making. Neuron 76, 1057–1070. doi: 10.1016/j.neuron.2012.12.002

Fox, M. D., Snyder, A. Z., Vincent, J. L., Corbetta, M., Van Essen, D. C., and Raichle, M. E. (2005). The human brain is intrinsically organized into dynamic, anticorrelated functional networks. Proc. Natl. Acad. Sci. U S A 102, 9673–9678. doi: 10.1073/pnas.0504136102

Friston, K. J., Fletcher, P., Josephs, O., Holmes, A., Rugg, M. D., and Turner, R. (1998). Event-related fMRI: characterizing differential responses. Neuroimage 7, 30–40. doi: 10.1006/nimg.1997.0306

Friston, K. J., Holmes, A. P., Worsley, K. J., Poline, J. P., Frith, C. D., and Frackowiak, R. S. J. (1994). Statistical parametric maps in functional imaging: a general linear approach. Hum. Brain Mapp. 2, 189–210. doi: 10.1002/hbm.460020402

Friston, K. J., Zarahn, E., Josephs, O., Henson, R. N. A., and Dale, A. M. (1999). Stochastic designs in event-related fMRI. Neuroimage 10, 607–619. doi: 10.1006/nimg.1999.0498


Glascher, J., and Gitelman, D. (2008). Contrast Weights in Flexible Factorial Design with Multiple Groups of Subjects. Unpublished tutorial. Available online at: http://jiscmail.ac.uk/cgi-bin/webadmin?A2=ind0803&L=SPM&P=R16629. (accessed on September 26, 2012).


Glotzbach, E., Mühlberger, A., Gschwendtner, K., Fallgatter, A. J., Pauli, P., and Herrmann, M. J. (2011). Prefrontal brain activation during emotional processing: a functional near infrared spectroscopy study (fNIRS). Open Neuroimag. J. 5, 33–39. doi: 10.2174/1874440001105010033

Gusnard, D. A., Akbudak, E., Shulman, G. L., and Raichle, M. E. (2001). Medial prefrontal cortex and self-referential mental activity: relation to a default mode of brain function. Proc. Natl. Acad. Sci. U S A 98, 4259–4264. doi: 10.1073/pnas.071043098

Gusnard, D. A., and Raichle, M. E. (2001). Searching for a baseline: functional imaging and the resting human brain. Nat. Rev. Neurosci. 2, 685–694. doi: 10.1038/35094500

Harrison, B. J., Pujol, J., López-Solà, M., Hernández-Ribas, R., Deus, J., Ortiz, H., et al. (2008). Consistency and functional specialization in the default mode brain network. Proc. Natl. Acad. Sci. U S A 105, 9781–9786. doi: 10.1073/pnas.0711791105

Hassabis, D., and Maguire, E. A. (2007). Deconstructing episodic memory with construction. Trends Cogn. Sci. 11, 299–306. doi: 10.1016/j.tics.2007.05.001

Hassabis, D., and Maguire, E. A. (2009). The construction system of the brain. Philos. Trans. R. Soc. Lond. B Biol. Sci. 364, 1263–1271. doi: 10.1098/rstb.2008.0296

Hurlburt, R. T., Alderson-Day, B., Kühn, S., and Fernyhough, C. (2016). Exploring the ecological validity of thinking on demand: neural correlates of elicited vs. spontaneously occurring inner speech. PLoS One 11:e0147932. doi: 10.1371/journal.pone.0147932

Kelley, W. M., Macrae, C. N., Wyland, C. L., Caglar, S., Inati, S., and Heatherton, T. F. (2002). Finding the self? An event-related fMRI study. J. Cogn. Neurosci. 14, 785–794. doi: 10.1162/08989290260138672

Kensinger, E. A., and Schacter, D. L. (2008). Neural processes supporting young and older adults’ emotional memories. J. Cogn. Neurosci. 20, 1161–1173. doi: 10.1162/jocn.2008.20080

Kim, H. (2011). Neural activity that predicts subsequent memory and forgetting: a meta-analysis of 74 fMRI studies. Neuroimage 54, 2446–2461. doi: 10.1016/j.neuroimage.2010.09.045

Kircher, T. T. J., Brammer, M., Bullmore, E., Simmons, A., Bartels, M., and David, A. S. (2002). The neural correlates of intentional and incidental self processing. Neuropsychologia 40, 683–692. doi: 10.1016/s0028-3932(01)00138-5

Kircher, T. T. J., Senior, C., Phillips, M. L., Benson, P. J., Bullmore, E. T., Brammer, M., et al. (2000). Towards a functional neuroanatomy of self processing: effects of faces and words. Brain Res. Cogn. Brain Res. 10, 133–144. doi: 10.1016/s0926-6410(00)00036-7

LaBar, K. S., and Cabeza, R. (2006). Cognitive neuroscience of emotional memory. Nat. Rev. Neurosci. 7, 54–64. doi: 10.1038/nrn1825

Lane, R. D., Reiman, E. M., Bradley, M. M., Lang, P. J., Ahern, G. L., Davidson, R. J., et al. (1997). Neuroanatomical correlates of pleasant and unpleasant emotion. Neuropsychologia 35, 1437–1444. doi: 10.1016/s0028-3932(97)00070-5


Lang, P. J., Bradley, M. M., and Cuthbert, B. N. (1999). International Affective Picture System (IAPS): Technical Manual and Affective Ratings. Gainesville, FL: The Center for Research in Psychophysiology.


Leshikar, E. D., and Duarte, A. (2012). Medial prefrontal cortex supports source memory accuracy for self-referenced items. Soc. Neurosci. 7, 126–145. doi: 10.1080/17470919.2011.585242

Maillet, D., and Rajah, M. N. (2014). Dissociable roles of default-mode regions during episodic encoding. Neuroimage 89, 244–255. doi: 10.1016/j.neuroimage.2013.11.050

Mason, M. F., Norton, M. I., Van Horn, J. D., Wegner, D. M., Grafton, S. T., and Macrae, C. N. (2007). Wandering minds: the default network and stimulus-independent thought. Science 315, 393–395. doi: 10.1126/science.1131295

Mickley, K. R., and Kensinger, E. A. (2008). Emotional valence influences the neural correlates associated with remembering and knowing. Cogn. Affect. Behav. Neurosci. 8, 143–152. doi: 10.3758/cabn.8.2.143

New, B., Pallier, C., Ferrand, L., and Matos, R. (2001). Une base de données lexicales du français contemporain sur internet: LEXIQUE™. Annee Psychol. 101, 447–462. doi: 10.3406/psy.2001.1341

Northoff, G., and Bermpohl, F. (2004). Cortical midline structures and the self. Trends Cogn. Sci. 8, 102–107. doi: 10.1016/j.tics.2004.01.004

Oldfield, R. C. (1971). The assessment and analysis of handedness: the Edinburgh inventory. Neuropsychologia 9, 97–113. doi: 10.1016/0028-3932(71)90067-4

Ossandón, T., Jerbi, K., Vidal, J. R., Bayle, D. J., Henaff, M.-A., Jung, J., et al. (2011). Transient suppression of broadband gamma power in the default-mode network is correlated with task complexity and subject performance. J. Neurosci. 31, 14521–14530. doi: 10.1523/JNEUROSCI.2483-11.2011

Otten, L. J., and Rugg, M. D. (2001). When more means less: neural activity related to unsuccessful memory encoding. Curr. Biol. 11, 1528–1530. doi: 10.1016/S0960-9822(01)00454-7

Pallesen, K. J., Brattico, E., Bailey, C. J., Korvenoja, A., and Gjedde, A. (2009). Cognitive and emotional modulation of brain default operation. J. Cogn. Neurosci. 21, 1065–1080. doi: 10.1162/jocn.2009.21086

Perrone-Bertolotti, M., Rapin, L., Lachaux, J.-P., Baciu, M., and Loevenbruck, H. (2014a). What is that little voice inside my head? Inner speech phenomenology, its role in cognitive performance and its relation to self-monitoring. Behav. Brain Res. 261, 220–239. doi: 10.1016/j.bbr.2013.12.034

Perrone-Bertolotti, M., Vidal, J. R., de Palma, L., Hamamé, C. M., Ossandon, T., Kahane, P., et al. (2014b). Turning visual shapes into sounds: early stages of reading acquisition revealed in the ventral occipitotemporal cortex. Neuroimage 90, 298–307. doi: 10.1016/j.neuroimage.2013.12.027

Phan, K. L., Wager, T., Taylor, S. F., and Liberzon, I. (2002). Functional neuroanatomy of emotion: a meta-analysis of emotion activation studies in PET and fMRI. Neuroimage 16, 331–348. doi: 10.1006/nimg.2002.1087

Qin, P., and Northoff, G. (2011). How is our self related to midline regions and the default-mode network? Neuroimage 57, 1221–1233. doi: 10.1016/j.neuroimage.2011.05.028

Raichle, M. E. (2010). Two views of brain function. Trends Cogn. Sci. 14, 180–190. doi: 10.1016/j.tics.2010.01.008

Raichle, M. E., MacLeod, A. M., Snyder, A. Z., Powers, W. J., Gusnard, D. A., and Shulman, G. L. (2001). A default mode of brain function. Proc. Natl. Acad. Sci. U S A 98, 676–682. doi: 10.1073/pnas.98.2.676

Raichle, M. E., and Snyder, A. Z. (2007). A default mode of brain function: a brief history of an evolving idea. Neuroimage 37, 1083–1090. doi: 10.1016/j.neuroimage.2007.02.041


Ranganath, C., and Knight, R. T. (2003). “Prefrontal cortex and episodic memory: integrating findings from neuropsychology and functional brain imaging,” in Memory Encoding and Retrieval: A Cognitive Neuroscience Perspective, eds E. Wilding, A. Parker, and T. Bussey (New York, NY: Psychology Press), 1–14.


Ritchey, M., LaBar, K. S., and Cabeza, R. (2011). Level of processing modulates the neural correlates of emotional memory formation. J. Cogn. Neurosci. 23, 757–771. doi: 10.1162/jocn.2010.21487

Schacter, D. L., and Wagner, A. D. (1999). Medial temporal lobe activations in fMRI and PET studies of episodic encoding and retrieval. Hippocampus 9, 7–24. doi: 10.1002/(sici)1098-1063(1999)9:1<7::aid-hipo2>3.0.co;2-k

Shrager, Y., Kirwan, C. B., and Squire, L. R. (2008). Activity in both hippocampus and perirhinal cortex predicts the memory strength of subsequently remembered information. Neuron 59, 547–553. doi: 10.1016/j.neuron.2008.07.022

Simons, J. S., and Spiers, H. J. (2003). Prefrontal and medial temporal lobe interactions in long-term memory. Nat. Rev. Neurosci. 4, 637–648. doi: 10.1038/nrn1178

Smallwood, J., Brown, K., Baird, B., and Schooler, J. W. (2012). Cooperation between the default mode network and the frontal-parietal network in the production of an internal train of thought. Brain Res. 1428, 60–70. doi: 10.1016/j.brainres.2011.03.072

Smallwood, J., and Schooler, J. W. (2006). The restless mind. Psychol. Bull. 132, 946–958. doi: 10.1037/0033-2909.132.6.946

Snyder, A. Z., and Raichle, M. E. (2012). A brief history of the resting state: the Washington university perspective. Neuroimage 62, 902–910. doi: 10.1016/j.neuroimage.2012.01.044

Song, X. W., Dong, Z. Y., Long, X. Y., Li, S. F., Zuo, X. N., Zhu, C. Z., et al. (2011). REST: a toolkit for resting-state functional magnetic resonance imaging data processing. PLoS One 6:e25031. doi: 10.1371/journal.pone.0025031

Spreng, R. N. (2012). The fallacy of a “task-negative” network. Front. Psychol. 3:145. doi: 10.3389/fpsyg.2012.00145

Spreng, R. N., Stevens, W. D., Chamberlain, J. P., Gilmore, A. W., and Schacter, D. L. (2010). Default network activity, coupled with the frontoparietal control network, supports goal-directed cognition. Neuroimage 53, 303–317. doi: 10.1016/j.neuroimage.2010.06.016

Svoboda, E., McKinnon, M. C., and Levine, B. (2006). The functional neuroanatomy of autobiographical memory: a meta-analysis. Neuropsychologia 44, 2189–2208. doi: 10.1016/j.neuropsychologia.2006.05.023

Vannini, P., O’Brien, J., O’Keefe, K., Pihlajamäki, M., Laviolette, P., and Sperling, R. A. (2011). What goes down must come up: role of the posteromedial cortices in encoding and retrieval. Cereb. Cortex 21, 22–34. doi: 10.1093/cercor/bhq051

Wagner, A. D., and Davachi, L. (2001). Cognitive neuroscience: forgetting of things past. Curr. Biol. 11, R964–R967. doi: 10.1016/s0960-9822(01)00575-9

Wagner, A. D., Shannon, B. J., Kahn, I., and Buckner, R. L. (2005). Parietal lobe contributions to episodic memory retrieval. Trends Cogn. Sci. 9, 445–453. doi: 10.1016/j.tics.2005.07.001

Whitfield-Gabrieli, S., Moran, J. M., Nieto-Castañón, A., Triantafyllou, C., Saxe, R., and Gabrieli, J. D. E. (2011). Associations and dissociations between default and self-reference networks in the human brain. Neuroimage 55, 225–232. doi: 10.1016/j.neuroimage.2010.11.048

Yvert, G., Perrone-Bertolotti, M., Baciu, M., and Olivier, D. (2012). Dynamic causal modeling of spatiotemporal integration of phonological and semantic processes: an electroencephalographic study. J. Neurosci. 32, 4297–4306. doi: 10.1523/jneurosci.6434-11.2012

Conflict of Interest Statement: The authors declare that the research was conducted in the absence of any commercial or financial relationships that could be construed as a potential conflict of interest.

Copyright © 2016 Perrone-Bertolotti, Cerles, Ramdeen, Boudiaf, Pichat, Hot and Baciu. This is an open-access article distributed under the terms of the Creative Commons Attribution License (CC BY). The use, distribution and reproduction in other forums is permitted, provided the original author(s) or licensor are credited and that the original publication in this journal is cited, in accordance with accepted academic practice. No use, distribution or reproduction is permitted which does not comply with these terms.

OPS/images/fnhum-10-00121-i001.gif





OPS/images/fnhum-10-00121-t001.jpg
MNI coordinates
Cluster lobe Brain region H BA k x y z T

SEvs. UE
Frontal Inferior frontal gyrus (Triangularis) L 45 241 —a8 27 14 623
Inferior frontal gyrus (Orbitalis) L a7 —a2 3 -4 4.4
Precentral gyrus L 9 51 9 5 404
Temporal Inferior temporal gyrus L 83 48 -62 -7 504
Middle temporal gyrus L 51 89 7 415
UEvs. SE
Parietal Precuneus R 7 148 3 87 46 5.45
L 7 —12 —72 49 460
Posterior cingulate cortex L 22 2 -3 -3 28 422
L 23 -3 -30 28 421
Unpleasant vs. Pleasant
Temporal Inferior temporal gyrus R a7 8 48 —69 -4 450
Middle temporal gyrus R 39 48 -89 398 398

The main effect of encoding performance includes both contrasts of interest: Successful vs. Unsuccessful and Unsuccessful vs. Successful encoding. The main effect of
pleasantness judgment includes one contrast of interest: Unpleasant vs. Pleasant judgments. Statistical threshold for individual voxels was set at p < 0.001 uncorrected
with a voxel cluster extent estimated for each of contrast with a Monte Carlo simulation (see “Materials and Methods” Section). The following information is listed for each
cluster: cerebral lobe, hemisphere (lef, L; right, R), brain region, corresponding Brodmann’s area (BA), MNI coordlnates (x, ¥, 2) for the peak activation, number () of
voxels in each cluster; and statistical value (T scores). Abbreviations: SE, Successful Encoding; UE, Unsuccessful Encoding.





OPS/images/fnhum-10-00121-g002.gif
o fm a®
G 65 6o

T

mPFC PCCIPCU LPC mPFC PCC/PCU LPC
mmPleasant
mm Unpleasant






OPS/images/fnhum-10-00121-g004.gif
m' 1
“@l[






OPS/images/crossmark.jpg
®

o fark





OPS/images/fnhum-10-00121-g001.gif
Peasant
Unplasant?

Rest

Plasant
Unplasant?

Have you already seen this item?





OPS/images/fnhum-10-00121-t002.jpg
Cluster lobe Brain region H

MNI coordinates

x y z F

Frontal Inferior frontal gyrus L 44745 69 48 27 11 14.01
Parietal Precuneus R 84 3 87 2 11.98
Middle cingulate R 31 64 6 —27 42 9.47

Statistical threshold for individual voxels was set at p < 0.001 uncorrected with a voxel cluster extent of 55. The following information is listed for each cluster: cerebral
lobe, hemisphere (left, L; right, R), brain region, corresponding Brodmann'’s area (BA), MNI coordinates (x, y, z) for the peak activation, number (k) of voxels in each cluster,

and statistical value (F scores).





OPS/images/fnhum-10-00121-g003.gif
Main effect of pleasantness judgment
.

a_l
p<.001,K>60

Unpleasant
vs
Pleasant

@

Main effect of encoding performance
—

SEvs UE ' p<.001,K>50

UE vs SE






OPS/images/cover.jpg
’ frontiers

1IN Human Neuroscience

The Self-Pleasantness Judgment
Modulates the Encoding
Performance and the Default
Mode Network Activity









OPS/images/logo.jpg
’ frontiers )
in Human Neuroscience





