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Abstract

It has been shown that human faces are processed holistically (i.e. as
indecomposable wholes, rather than by their component parts) and this holistic face
processing is linked to brain activity in face-responsive brain regions. Although several brain
regions outside of the face-responsive network are also sensitive to relational processing
and perceptual grouping, whether these non-face-responsive regions contribute to holistic
processing remains unclear. Here, we investigated holistic face processing in the composite
face paradigm both within and outside of face-responsive brain regions. We recorded
participants’ brain activity using fMRI while they performed a composite face task.
Behavioural results indicate that participants tend to judge the same top face halves as
different when they are aligned with different bottom face halves but not when they are
misaligned, demonstrating a composite face effect. Neuroimaging results revealed
significant differences in responses to aligned and misaligned faces in the lateral occipital
complex (LOC), and trends in the anterior part of the fusiform face area (FFA2) and
transverse occipital sulcus (TOS), suggesting that these regions are sensitive to holistic
versus part-based face processing. Furthermore, the retrosplenial cortex (RSC) and the
parahippocampal place area (PPA) showed a pattern of neural activity consistent with a
holistic representation of face identity, which also correlated with the strength of the
behavioural composite face effect. These results suggest that neural activity in brain regions
both within and outside of the face-responsive network contributes to the composite-face

effect.

Keywords: face perception, holistic processing, composite face effect, FFA, LOC, PPA, RSC
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1. Introduction

Faces are perceived as indecomposable wholes, rather than by their separate
component parts (e.g. eyes, nose, mouth), a phenomenon known as holistic processing
(Farah et al., 1998; Maurer et al., 2002; Rossion, 2013). Holistic processing of faces has been
demonstrated in psychological studies showing that people cannot selectively attend to one
part of a face and ignore the rest of it (Maurer et al., 2002; Richler and Gauthier, 2014). For
example, if the top-half of one person’s face is alighed with the bottom-halves of two
different faces (i.e. composite faces), observers often perceive the two identical top-halves
as two different identities, as they are unable to ignore the irrelevant bottom-halves of the
faces. If the bottom-halves of the faces are spatially misaligned from the top-halves,
observers no longer process face holistically and they perceive the two top-halves to be the
same. This phenomenon is known as the composite face effect (Hole, 1994; Young et al.,

1987).

What neural processes underlie holistic processing of faces? Neuroimaging studies
have suggested that holistic face processing occurs in face-responsive regions of the
occipitotemporal cortex. Both the occipital face area (OFA) and fusiform face area (FFA)
have been shown to respond stronger to intact faces than to scrambled facial parts
(Brandman and Yovel, 2016; Zhao et al., 2014), but see (Arcurio et al., 2012), who found
higher responses to face parts than to whole faces in the OFA. Some studies have proposed
that the FFA may process faces more holistically than the OFA. For instance, two studies
found that the FFA responds stronger when face parts are arranged in a normal
configuration compared to a scrambled configuration, but did not find these differences in
the OFA or object responsive lateral occipital area (Liu et al., 2010; Zhang et al., 2015; but
see Engell et al., 2018, who found no difference in FFA activation to normal versus
scrambled face configurations). Behavioural studies have shown that inverted faces are
processed less holistically than upright faces (Richler et al., 2011b; Rossion and Boremanse,
2008; Tanaka and Farah, 1993; Young et al., 1987), and correspondingly some studies have
found that the FFA (but not the OFA) shows higher responses to upright than inverted faces
(Goffaux et al., 2013; Pinsk et al., 2009; Yovel and Kanwisher, 2005), but see (Aguirre et al.,
1999; Epstein et al., 2006; Grotheer et al., 2014; Haxby et al., 1999). However, other studies
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found that neural responses in the FFA are consistent with a mixture of both holistic and
part-based representations of faces (Harris and Aguirre, 2010, 2008), and other evidence for
a mix of part-based and holistic face neural responses has also been demonstrated from
single cell recordings from the middle face patch in macaque monkeys (Freiwald et al.,
2009). The FFA is also involved in the perception of changing face identity when participants
view composite faces. It has been shown that changes in neural activity in the FFA, and
sometimes also the OFA, is consistent with the change in the perception of face identity
induced by the composite face effect (Andrews et al., 2010; Goffaux et al., 2013; Schiltz et
al., 2010; Schiltz and Rossion, 2006). In combination, these studies suggest that holistic face

processing takes place in face-responsive brain regions, in particular the FFA.

Many behavioural studies have demonstrated that holistic processing is not unique
to faces. In particular, behavioural studies have demonstrated that objects of expertise can
be processed holistically (Bukach et al., 2010; Diamond and Carey, 1986) and when
participants are trained to recognise exemplars of novel kinds of objects this training leads
to holistic processing of these objects (Chua and Gauthier, 2020; Gauthier and Tarr, 1997;
Wong et al., 2009a). Neuroimaging studies have shown that the FFA shows higher responses
to expertise objects in experts than in novices (Gauthier et al., 2000a; Xu, 2005), and that
the strength of these neural responses in the FFA correlates with behavioural measures of
holistic processing of expertise objects (Gauthier and Tarr, 2002; Wong et al., 2009b).
Recently, (Ross et al., 2018) showed that there is a correlation between the level of
expertise and the amount of neural activity related to holistic processing of expertise
objects in the anterior portion of the FFA, known as the FFA2 (Pinsk et al., 2009; Weiner et
al., 2016, 2014). These studies suggest that neural activity in the FFA may be involved in

holistic processing of both faces and objects of expertise.

These behavioural and neuroimaging studies indicate a strong link between holistic
processing, expertise and neural activity in the FFA. However, recent behavioural work
suggests that other factors may also contribute to holistic face processing. One study
demonstrated that non-expertise objects can be processed as holistically as faces, and that
this may be linked to salient Gestalt information in these objects (Zhao et al., 2016). Two
recent behavioural studies found that holistic processing of faces and these non-expertise

objects is partially overlapping (Curby et al., 2019; Curby and Moerel, 2019). These findings
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lead to a new proposal that holistic face processing may involve two components or routes:
an expertise component (or top-down route) related to the holistic processing of expertise
objects and a perceptual component (or bottom-up route) related to the holistic processing
of non-expertise objects with salient Gestalt information (Curby and Moerel, 2019; Zhao et
al., 2016; Zhao and Biilthoff, 2017). While the expertise component of holistic face
processing has been linked to the FFA, what neural mechanisms underlie the perceptual,
Gestalt-related component of holistic face processing remains unknown. Given the
behavioural evidence for two different components of holistic face processing, and findings
that holistic processing applies to a variety of non-face object categories (e.g. fonts,
greebles, music notes, line patterns, Chinese characters and English words, finger prints,
chess board arrangements, etc.), see (Curby and Moerel, 2019; Zhao et al., 2016; Zhao and
Bilthoff, 2017) for related discussion, we hypothesized that holistic face processing may be
supported by broader neural mechanisms beyond face-responsive areas. Candidate
mechanisms for a general perceptual route to holistic processing include perceptual
grouping and relational processing. While previous studies have identified a set of brain
regions related to the perceptual grouping and relational processing of scenes and objects,
surprisingly little research has investigated whether they play a role in holistic face

processing.

To unravel a broader picture of holistic processing in the brain, in this study, we
investigated the neural mechanisms of holistic face processing both within and outside of
face-responsive brain regions. In particular, we investigated if holistic face processing
involves broader brain networks related to perceptual grouping in scene and object
processing. Most previous studies investigated holistic face processing in specifically
localized face-responsive brain regions, but they rarely tested whether brain regions
responding to scenes, objects or perceptual grouping contribute to holistic processing.
Although activity in non-localized regions may be revealed using whole-brain analyses, it is
well-known that activity may be masked due to suboptimal alignment of functional brain
regions across participants and poor statistical power in these analyses (Saxe et al., 2006;
Weiner and Grill-Spector, 2013). In the present study, we recorded brain activity using
functional magnetic resonance imaging (fMRI) as participants performed a composite face

task (Hole, 1994; Young et al., 1987). As described earlier, when the top-half of one person’s
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face is aligned with the bottom-halves of two different faces (i.e. composite faces),
observers tend to perceive the two identical top-halves as two different identities.
Participants viewed pairs of composite-faces and made same/different judgements as to the

identity of the top-half of the face.

We localized a variety of regions of interest (ROIs) that are either face-responsive or
are sensitive to information that may support holistic processing. For face-responsive ROls,
we localized the FFA and the OFA, which have been shown to be related to holistic
processing of faces (Andrews et al., 2010; Goffaux et al., 2013; Harris and Aguirre, 2010;
Schiltz et al., 2010; Schiltz and Rossion, 2006). We subdivided the FFA into FFA1 and FFA2
(two components of the FFA) (Weiner et al., 2016, 2014), as some previous work has found
evidence of holistic processing only in the FFA2 (Ross et al., 2018). Additionally, we localized
a more recently defined, higher-level face-responsive brain region, the anterior temporal
face area (ATFA) (Rajimehr et al., 2009; Tsao et al., 2008). If holistic processing is involved in
more high-level than early processing of faces (e.g. FFA vs. OFA), the ATFA, an even higher-

level face processing region, may also process faces holistically.

For ROIs outside of the face-responsive brain network, we localized several core
brain regions related to the processing of scenes, objects, and perceptual grouping. Scene-
responsive ROIs included the transverse occipital sulcus (TOS, also known as occipital place
area, OPA), parahippocampal place area (PPA) and retrosplenial cortex (RSC). In the same
way as the FFA responds more strongly to whole faces than facial parts, both PPA and RSC
show higher neural activity for intact scenes than for fractured scenes (Kamps et al., 2016),
suggesting that these areas are tuned to whole-scene processing. Although TOS is thought
to be sensitive to the local elements of scenes (e.g. surfaces, furniture) (Kamps et al., 2016),
it does contribute to the fine-grained perceptual discrimination of very similar scenes (Dilks
et al., 2013) and it shows stronger activation to a whole scene (e.g. a furnished room)
compared to scene components (e.g. isolated furniture) (Bettencourt and Xu, 2013).
Furthermore, both PPA and TOS showed higher responses to holistically processed scene
stimuli compared to control stimuli with matched low-level visual features that were not
processed holistically (Schindler and Bartels, 2016). If configural/relational processing in
general contributes to holistic face processing, these scene-responsive areas may also

exhibit neural activity related to holistic processing.
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We also localized the object-responsive lateral occipital cortex (LOC) to test whether
holistic face processing involves general high-level visual object processing. Finally, we
localized a region in the superior parietal lobule (SPL) that is involved in Gestalt grouping
and perceptual organization (Grassi et al., 2018, 2016; Zaretskaya et al., 2013) and
processing of configural face information (Zachariou et al., 2017). If Gestalt information is
important for the perceptual component of holistic processing (Curby and Moerel, 2019;
Zhao et al., 2016; Zhao and Bilthoff, 2017), neural activity in the SPL might contribute to

holistic processing of faces during the composite-face task.
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2. Materials and methods

2.1. Participants

Nineteen participants (13 female, 6 male, 20-39 years old) were included in our fMRI
data analyses. Data from three additional participants were excluded prior to the fMRI data
analyses, one due to excessive head movement during scanning, two due to poor
performance in the behavioural task (less than 65% correct responses on congruent-identity
trials, where no illusion is present). All participants provided written informed consent prior
to the experiment, and the procedure was approved by the local ethics committee of the

University Clinic Tlbingen.

We conducted power analyses using G*Power3 (Faul et al., 2007) to assess the
power of our sample size. For the behaviour measurement of the composite-effect using the
complete design, a meta-analysis found an average effect size of npz = 0.32 (Richler and
Gauthier, 2014), and a power analysis indicated that a sample size of 15 would be required
to detect this effect size at the 0.05 alpha level with 80% power. A previous study
investigating the neural mechanisms of holistic processing using the part-whole paradigm
found an effect size of npz = 0.53 for a triple-interaction between congruent, face
orientation (upright/inverted) and target similarity (same/different) (Goffaux et al., 2013). A
power analysis indicated that a sample size of 5 would be required to detect this effect size

at the 0.05 alpha level with 80% power.
2.2, Stimuli

2.2.1. Main experiment stimuli

The experimental stimuli were created using images of 3D face models from the face
database of the Max Planck Institute for Biological Cybernetics (Blanz and Vetter, 1999;
Troje and Bilthoff, 1996). We selected the faces of 12 Caucasian individuals (6 females) and
paired each face once with another face of the same sex to make 12 face pairs. Each face
was separated into a top and bottom half, and the halves of the pairs were recombined to
create composite faces, as illustrated by the 8 conditions in Fig. 1A. A horizontal black line
(0.03° of visual angle) was shown between the top and bottom halves of each face to clearly

separate the two face halves. During the experiment, face stimuli were displayed with a
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height of 3.9° and width of 3.0° of visual angle. For misaligned stimuli, the bottom half of the
face was shifted 1.0° of visual angle to the left. Faces were grayscale, and were shown in
front of a gray background. Stimuli used for the practice trials were created via the same

method, using additional faces taken from the database.

A Aligned Misaligned

Top-same Top-different Top-same  Top-different

9 00 &8 &'¢
identity

Incongruent
identity

B Fixation Blank Face 2

Y

4000 - 6000 ms 1000 ms 100 ms 200 ms

Figure 1. Experimental conditions and trial outline. (A) Experimental conditions. The conditions
consisted of a 2 x 2 x 2 factorial design, with factors alignment, whether the top and bottom halves
of the faces were aligned or misaligned, top-same or top-different, whether the top halves of the
faces were the same or different from each other and congruency, whether the bottom half of face 2
was congruent with respect to the top half of face 2 or not (e.g. congruent-identity trials are when
the bottom-half is the same if the top-half is the same and the bottom-half is different if the top-half
is different). (B) Trial outline. Participants fixated for either 4 or 6 s, then viewed a first face, followed
by a blank screen and then a second face. Participants then responded during the next fixation

whether the top-halves of the two faces were the same or different.
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2.2.2. Localizer stimuli
The localizer stimuli were grayscale images of faces, objects, scenes and phase-
scrambled scenes (9 exemplars per category). Phase-scrambled scenes were Fourier-

scrambled versions of the scene images.
2.3. Experimental design

Participants lay supine in the scanner and viewed the stimuli on a screen positioned
behind their head, via a mirror attached to the head coil. The screen was positioned 82 cm
from the participant, and spanned 28° x 16° of visual angle in horizontal and vertical
directions respectively. Stimuli were presented via a projector with resolution 1920x1080.
The experiment was programmed with Matlab 2013b using the Psychophysics Toolbox

extensions (Brainard, 1997; Kleiner et al., 2007) on a Windows PC.
2.3.1. Main experiment procedure

Participants performed a composite face task while their brain activity was recorded
using fMRI. On each trial participants viewed two faces and made a judgement whether the
top-halves of the faces were the same or different. The experimental design consisted of 8
conditions of a 2 x 2 x 2 factorial design (see Fig. 1A). The factors were alignment (whether
the bottom halves of the faces were aligned or misaligned with the top halves), congruency,
(whether the bottom half of the second face was congruent with respect to the top half of
the second face or not) and top-same/top-different (whether the top halves of the two faces
were the same or different from each other). Each participant completed 3 runs, where
each run contained 64 trials (8 repetitions per condition). Conditions were presented in a
carryover counterbalanced design, such that each condition was preceded by every other
condition once per run (Brooks, 2012). This was to avoid biases from carryover blood-

oxygen-level dependent (BOLD) activation from a previous condition (Aguirre, 2007).

The trial procedure is illustrated in Fig. 1B. Participants viewed a central fixation
cross for 4 s or 6 s (50% of trials each, order randomized). The first face was shown centrally
on the screen for 1 s, followed by a blank screen (presented for 100 ms), then the second
face was shown, 1.2° of visual angle offset to the right of the centre of the screen, for 200
ms. Participants responded using a button press whether they judged the top halves of the

two faces to be the same of different. They were instructed to ignore the bottom halves of
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the faces and to respond as quickly and accurately as possible. The fingers participants used

to respond same/different were counterbalanced across participants.

Participants performed practice trials prior to the experiment to familiarise them
with the task. Each participant performed 8 practice trials outside of the MRI scanner and 8

practice trials inside the MRI scanner.
2.3.2. Localizer experiment procedure

Participants completed 2 runs of the localizer experiment, which was used to define
face-, scene- and object-responsive ROIs. In each run, participants viewed blocks containing
faces, scenes, objects and phase-scrambled scenes. Faces and objects were shown in front
of the phase-scrambled scenes to keep the visual field size of the stimuli constant in all
blocks (scene images were equal in size to the phase-scrambled scenes). Blocks were
presented in a carryover counterbalanced sequence (Brocks, 2012). In each block 8 images
were shown, where each image was shown for 1.8 s, followed by a 0.2 s blank, grey screen.
Participants performed a one-back task on the images (repetitions once every 9 s on

average) to keep their attention to the stimuli.
2.4. Imaging parameters

Images were acquired using a 3T Siemens Prisma scanner with a 64-channel head
coil (Siemens, Erlangen, Germany). Functional T2* echoplanar images (EPI) were acquired
using a sequence with the following parameters; multiband acceleration factor 2, TR 1.39 s,
TE 30 ms, flip angle 68°, FOV 192x192 mm. Volumes consisted of 42 slices, with an isotropic
voxel size of 3x3x3-mm. The first 8 volumes of each run were discarded to allow for
equilibration of the T1 signal. For each participant a high-resolution T1-weighted anatomical
scan was acquired with the following parameters; TR 2's, TE 3.06 ms, FOV 232x256 mm, 192

slices, isotropic voxel size of 1x1x1 mm.
2.5. fMRI data preprocessing

fMRI data was preprocessed with SPM12 (http://www.fil.ion.ucl.ac.uk/spm/).

Functional images were slice-time corrected, realigned and coregistered to the anatomical
image. The images were then normalized to MNI (Montreal Neurological Institute) space

and spatially smoothed with a 6 mm full-width at half-maximum Gaussian kernel.
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2.6. Definition of regions of interest

Figure 2 illustrates the average locations of our regions of interest (ROIs) and Table 1
shows the mean MNI coordinates and volumes of each ROIl. We defined face-, scene- and
object-responsive ROIs using data from the localizer runs. Firstly, the contrast faces >
objects and scenes was used to define the OFA, FFA1, FFA2 and ATFA (Gauthier et al.,
2000b; Kanwisher et al., 1997; Rajimehr et al., 2009; Tsao et al., 2008). We defined the FFA1
and FFA2 based on functional selectivity and previously described anatomical landmarks
(Weiner et al., 2016, 2014). Secondly, the contrast scenes > faces and objects was used to
define the TOS, RSC and PPA (Epstein and Kanwisher, 1998; Grill-Spector, 2003; Maguire,
2001). Thirdly, the contrast objects > phase-scrambled scenes was used to define the LOC
(Malach et al., 1995). We defined each ROI individually in each participant, by selecting all
active voxels falling within spheres (radius 6 mm) centred on the peak of activity in each
hemisphere. A threshold of p < 0.001 uncorrected was used to define active voxels. This

threshold allowed ROIs to be consistently defined across participants.

We additionally defined SPL and V1, based on anatomical location and higher activity
during stimulus presentation (including all conditions) compared to the fixation interval
between trials. This contrast is orthogonal to the activity differences between the conditions
in this study (Friston et al., 2006). We used a p < 0.05 familywise error rate (FWE) corrected
threshold to define voxels maore active during the stimulus than fixation. A more stringent
threshold was used for this contrast as all participants showed strong activation in this
contrast. SPL was defined by selecting all active voxels falling within spheres (radius 6 mm)
centred on the peak of activity in superior parietal cortex of each hemisphere. The entire V1
was defined first for each participant using anatomical labels generated by Freesurfer (Hinds

et al., 2009) (https://surfer.nmr.mgh.harvard.edu/). To define our final V1 ROI, we selected

all posterior V1 voxels that were more active when participants viewed the pairs of face
stimuli as compared to when they fixated and viewed a grey screen. Participants could move
their eyes when viewing the faces, therefore this V1 ROI reflects the V1 voxels activated for

each individual participant when viewing the face stimuli.



Figure 2. Locations of ROIs. ROls include face-responsive OFA (occipital face area), FFA1 (fusiform
face area 1), FFA2 (fusiform face area 2) and ATFA (anterior temporal face area) shown in orange,
scene-responsive TOS (transverse occipital sulcus), RSC (retrosplenial cortex) and PPA
(parahippocampal place area) shown in green, object-responsive LOC (lateral occipital complex)
shown in purple, parietal SPL (superior parietal lobule) shown in magenta and V1 shown in cyan.
ROIs were defined individually in volume-space for each participant, for visualisation purposes here
we show group average ROIs projected onto the inflated cortical surface. We defined group ROls
using a relatively low threshold as some information was lost during projection to the cortical
surface. Thus, to create this figure, voxels were included in each group average ROI if they were part

of the ROl in at least 25% of participants.
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Table 1. ROl locations and volumes

Average x, y and z coordinates (in MNI space) and volume of each ROI (£ standard deviations). The
volume indicates the number of active voxels that were included in each ROI. N indicates the

number of participants each ROl was identified in.

ROI hem X y z Volume (mm?®) N
OFA left -39 + 4.6 -81 + 43 -10 + 4.0 197 + 424 19
right 42 + 41 -79 + 43 -10 + 4.0 208 + 343 19
FFA1 left 40 t+ 41 -62 + 8.8 -17 £ 40 202 + 356 18
right 42 + 5.1 -63 + 6.6 16+ 4.1 204 + 4438 18
FFA2 left 41 + 4.0 -43 + 10.2 -21 £ 53 157 + 614 16
right 42 + 34 44 + 55 -19 + 3.6 205 * 36.5 17
ATFA left -35 + 53 -8 + 5.2 -34 + 6.0 86 + 67.4 14
right 34 + 36 -5 + 49 -38 + 438 134 + 60.7 16
TOS left -32 + 5.7 -85 + 49 22 + 7.0 203 + 355 19
right 37 £ 4.1 -80 + 29 21 + 7.4 213 + 221 19
RSC left -17 £ 3.2 -59 '+ 3.3 14 + 3.6 184 + 483 18
right 19 + 3.0 -57 + 438 17 + 49 198 * 54.1 18
PPA left -26 + 2.8 44 + 39 -10 + 34 197 * 52.9 19
right 29 + 26 45 + 55 -10 + 3.3 212 + 194 19
LoC left 43 £ 41 -79 + 43 -4 + 46 222 + 136 19
right 43 + 3.8 -80 + 5.1 -4 + 6.0 214 + 25.6 19
SPL left 26 + 4.7 -60 + 6.8 50 + 6.1 206 + 49.2 19
right 28 + 49 56 + 6.7 50 + 5.9 213 + 49.8 19
V1 left -13 £ 3.2 98 + 2.7 -7 £ 40 911 + 380.6 19

I+

3.2 -96

I+

1.6 -4

I+

4.1 911

I+

right 13 211.5 19
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2.7. Statistical Analyses

2.7.1. Behavioural analyses

Participants were instructed to respond to indicate whether they judged the top-
halves of the face pairs to be the same or different. Their behavioural performance was
measured with accuracy (% correct) and reaction times. For each behavioural measure we
first performed a 2 (alighment) x 2 (congruency) x 2 (top-same/top-different) repeated
measures ANOVA. We then performed separated 2 (alignment) x 2 (congruency) ANOVAs
for the top-same and top-different conditions to investigate whether they both showed
patterns of behavioural responses consistent with holistic processing. We separately
analysed the top-same and top-different conditions for the following reasons. Firstly, while
behavioural studies usually combine the top-same and top-different conditions with a
measure of accuracy or d prime (in signal detection theory), neural responses to these two
conditions cannot be combined in the same way as there is no neural equivalent of hit rates
and false-alarm rates. Secondly, how the two conditions contribute to a reliable measure of
holistic processing remains in debate (e.g. Richler and Gauthier, 2014; Rossion, 2013).
Separate analysis of these two conditions in both behaviour and neural responses may help
clarify their roles in measuring holistic processing. Finally, previous studies have suggested
that holistic processing is stronger for top-same than top-different conditions (Goffaux,

2012; Goffaux et al., 2013).

According to previous behavioural studies (e.g. Richler et al., 2011a; Zhao et al.,
2016), holistic face processing should lead to an interaction effect between congruency and
alignment and an effect of congruency. Specifically, the difference between the congruent-
identity and incongruent-identity conditions should be larger for the aligned conditions
compared to the misaligned conditions. The rationale is the following. For accuracy, a lower
performance is expected in aligned incongruent-identity conditions compared to aligned
congruent-identity conditions, due to participants being unable to ignore the irrelevant
bottom face half information. This difference should be reduced in the misaligned
conditions, which disrupt holistic face processing and enable participants to ignore the
bottom face half information. For reaction times, a longer reaction time is expected for
aligned incongruent-identity conditions compared to aligned congruent-identity conditions,

because participants take the irrelevant bottom face half into consideration and therefore
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this interferes with their decision for the top half of the face. Again, this difference should
be reduced in the misaligned conditions that disrupt holistic processing. Therefore, we first
looked at the interaction between alignment and congruency and, in any cases where we
found a significant interaction, we performed follow-up t-tests to examine whether the

pattern of behavioural performance matched the above predictions.

2.7.2. fMRI analyses

We modelled a GLM for each participant containing regressors for our 8 conditions,
plus 6 realignment regressors from the motion correction, using SPM12. The 8 condition
regressors modelled the activity to each trial of the condition, excluding any trials where the
participant did not make a task response (i.e. did not press a button to indicate a
same/different judgment of the faces, on average 1.8% of trials). Responses to each
condition are reported in % signal change with respect to the baseline of the GLM in each
ROL. Similarly to the behavioural analysis mentioned above, we performed a 2 (alighment) x
2 (congruency) x 2 (top-same/top-different) repeated measures ANOVA to investigate
whether top-same and top different conditions elicit different patterns of response in our
ROIs. We then performed two further analyses to investigate specific aspects of composite-

face effect.

Firstly, we investigated the effect of alignment. Although behavioural studies often
use the interaction between congruency and alignment (i.e. the composite face effect) to
measure holistic processing, brain regions involved in holistic face processing may also
exhibit in different neural responses to aligned and misaligned faces. This is because,
regardless of the congruency manipulation in the composite task, aligned faces are
considered to be processed holistically (which is why participants are unable to ignore the
to-be-ignored parts in the incongruent aligned condition), whereas misaligned faces are
considered to be processed less holistically (Rossion, 2013; Young et al., 1987)1. Therefore,
we considered that brain regions involved in holistic processing of faces would show
differences in activity between aligned and misaligned conditions. We performed 2
(alignment) x 2 (top-same/top-different) repeated measures ANOVAs using only congruent-

identity conditions, as the incongruent-identity conditions contain additional change in face

! We thank Dr. Isabel Gauthier for pointing this out in our data analysis.
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identity (induced by the composite-face illusion) that differs between aligned and

misaligned conditions.

Secondly, we investigated whether any brain regions show a pattern of neural
responses consistent with the pattern observed in behaviour. While the aforementioned
alignment effect is indicative of holistic face processing, it does not reveal a full picture of
neural processes underlying the composite face effect, as the characteristic behaviour is
driven by differences in the perception of face identity. We hypothesized that any brain
regions that represented face identity in a holistic manner, would show a pattern of
repetition-effect responses consistent with the behavioural composite effect (i.e. a larger
difference in neural responses between congruent- and incongruent-identity conditions for
the aligned than for the misaligned conditions). We predicted we would be likely to find a
repetition suppression effect, as this was found in previous studies investigating the neural
responses to composite faces (Schiltz et al., 2010; Schiltz and Rossion, 2006), however, we
also considered it possible that we could find a repetition enhancement effect, as several
studies have found repetition-effects in this direction (Segaert et al., 2013). We performed 2
(alignment) x 2 (congruency) repeated measures ANOVAs to test for neural composite
effects. Similarly to our behavioural analysis, we conducted follow-up t-tests for any regions
showing a significant congruency by alignment interaction. We performed this analysis
separately for top-same and top-different conditions, which allowed us to investigate
whether the neural and behavioural patterns of responses correspond with each other and
whether the composite face effect is more prominent for top-same than top-different

conditions (Goffaux, 2012; Goffaux et al., 2013).

We performed all fMRI analyses in our ten ROls as well as in whole-brain analyses.
For ROl analyses, we corrected for multiple comparisons using a Bonferroni-correction to
adjust for the number of ROIs tested. For whole-brain analyses, we used a False Discovery

Rate (FDR) correction to adjust for multiple comparisons.

2.7.3. Analyses linking behaviour and neural activity

We performed follow-up analyses comparing any effects identified related to
participants’ behaviour in the composite paradigm in neural and behavioural responses. We
performed Pearson’s correlation analyses between significant top-same or top-different

behavioural composite-effects and corresponding significant top-same or top-different
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neural composite-effects in our ROls. We performed these analyses only in cases where
there was a corresponding behavioural and neural top-same or top-different composite-
effect, as our aim was to assess whether there was a link between the strength of each
participant’s behavioural and neural composite-effects. We corrected for multiple

comparisons using a Bonferroni-correction to adjust for the number of ROIs tested.
2.8. Data and code availability statement

Data cannot be shared as participants were informed that their data would be stored
confidentially, in accordance with the rules of the local ethics committee. Code is available

on request.
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3. Results

3.1. Behavioural results

We measured participants’ behavioural performance in the composite-face task
during scanning using accuracy (% correct) and reaction times. For both behavioural
measures 2 x 2 x 2 repeated-measures ANOVAs showed a significant interaction between
alignment, congruency and top-same/top-different conditions (accuracy: Fi13=24.24,p =
1.1x 10 r]pZ =0.57; reaction times: F113 = 8.92, p = 0.0079, r]p2 = 0.33). Note that the same
results were observed when participants’ performance was measured using d prime (see
supplemental results). We then conducted further behavioural analyses separately for top-

same and top-different conditions.
3.1.1. Accuracy and reaction times for top-same conditions

For both accuracy (% correct) and reaction times for the top-same conditions (Figure
3), 2 (alighment) x 2 (congruency) repeated-measures ANOVAs revealed a significant effect
of congruency (accuracy: Fy 15 = 23.67, p = 1.2 x10™, n,” = 0.57; reaction times: Fy 15 = 15.08,
p =0.0011, npz =0.46) and a significant interaction between congruency and alignment
(accuracy: Fi18 = 32.12, p = 2.2 x 10, n,” = 0.64; reaction times: F1 15 = 23.44, p = 1.3 x 107,
r]p2 = 0.57). Furthermore, paired-sample t-tests showed that the congruency effect was
significant for the aligned conditions (accuracy: M = 28.07 %, SE = 5.04 %; t;3=5.57, p= 2.7
x 10”, Cohen’s d, = 1.28; reaction times: M = 0.13 s, SE =0.023 s; t13= 5.51, p = 3.1 x 10,
Cohen’s d, = 1.26) but not for the misaligned conditions (accuracy: M =1.97 %, SE = 2.07 %;
t;6=0.95, p = 0.35, Cohen’s d, = 0.22; reaction times: M =0.019 s, SE=0.020 s; t;3=0.92, p
=0.37, Cohen’s d, = 0.21). These results show characteristic evidence of holistic processing

elicited by the top-same conditions in our composite-task.
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Figure 3. Behavioural performance in the top-same conditions of the composite-face task. (A) shows
accuracy (% correct) as a function of congruency and alignment and (B) shows reaction times as a
function of congruency and alignment. (C) and (D) show the interaction effect between congruency
and alignment (difference between aligned congruent-identity and incongruent-identity conditions,
minus the difference between misaligned congruent-identity and incongruent-identity conditions) as
measured with accuracy (C) and reaction times (D). Error bars indicate +1 SEM. ** indicates p <

0.001.

3.1.2. Accuracy and reaction times for top-different conditions

Accuracy (% correct) and reaction times for the top-different conditions showed a
different pattern of responses (Figure 4). 2 (alignment) x 2 (congruency) repeated-measures
ANOVAs showed neither a significant effect of congruency (accuracy: F; 15 = 1.35, p = 0.26,
an = 0.070; reaction times: F; 15 = 0.25, p = 0.63, npz = 0.014) nor a significant interaction
between congruency and alignment (accuracy: F; 15 = 0.39, p = 0.54, r]p2 =0.021; reaction
times: F113=1.03, p = 0.32, rho2 = 0.054). Thus, the composite face effect seems to be

primarily driven by the top-same conditions rather than the top-different conditions.
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Figure 4. Behavioural performance in the top-different conditions of the composite-face task. (A)
shows accuracy (% correct) as a function of congruency and alignment and (B) shows reaction times
as a function of congruency and alignment. (C) and (D) show the interaction effect between
congruency and alignment (difference between aligned congruent-identity and incongruent-identity
conditions, minus the difference between misaligned congruent-identity and incongruent-identity

conditions) as measured with accuracy (C) and reaction times (D). Error bars indicate +1 SEM.
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3.2. fMRI results

We first performed 2 (alignment) X 2 (congruency) X 2 (top-same/top-different)
repeated measures ANOVAs in each ROI. The RSC showed a triple interaction (F1 17 = 8.66, p
= 0.0091, n,” = 0.34) which did not survive Bonferroni-correction for N = 10 ROIs. None of
the other ROIs tested showed a significant triple interaction (OFA: F; 15 =0.55, p = 0.47, r]p2 =
0.030; FFAL: F; 17 = 0.46, p = 0.51, n,° = 0.027; FFA2: F; 16 = 0.25, p = 0.62, n,” = 0.015; ATFA:
Fi16=2.31,p=0.15,n," = 0.13; TOS: F1 15 = 0.85, p = 0.37, n,” = 0.045; PPA: F115 = 2.63,p =
0.12,n,> = 0.13; LOC: F1 15 = 0.86, p = 0.37, n,” = 0.046; SPL: Fy 15 = 0.41, p = 0.53, n,” = 0.022;
V1: F115=0.12, p=0.73, npz = 0.0065). These results suggest that our manipulation of
congruency and alignment may similarly affect the neural responses to the top-same and

top-different conditions (cf. Goffaux, 2012; Goffaux et al., 2013).

As outlined earlier (Section 2.7.2), we performed two further tests to specifically
examine the effect of alignment (which investigates the neural processes supporting holistic
processing of faces) and the interaction between alighment and congruency (which helps
reveal holistic responses to face identity, which underly the composite face effect). To
compare the neural responses to aligned and misaligned faces, we included only the
congruent-identity conditions (i.e. where top and bottom halves of the face pairs are both
the same or both different) to ensure that there is no change in the perception of face
identity between the aligned and misaligned conditions. To test whether any brain regions
exhibit a neural composite face effect (i.e. interaction between alignment and congruency)
consistent with participants’ behavioural responses, we performed separate 2 (alignment) X

2 (congruency) repeated measures ANOVAs for top-same and top-different conditions.
3.2.1. Neural responses to face alignment within and outside of face-responsive ROIs

For face-responsive ROIs (Fig. 5A), 2 (alignment) x 2 (top-same/top-different)
repeated measures ANOVAs revealed an effect of alignment in the FFA2 (F116=6.72, p =
0.020, r]p2 = 0.30), which was driven by higher responses to aligned than misaligned faces (M
=0.31%, SE=0.12 %), but did not survive Bonferroni-correction for N = 10 ROIs. We found
no difference in the responses to alighed and misaligned faces in any of the other face-
responsive ROIs (OFA: F; 15 = 0.60, p = 0.45, r]p2 =0.032; FFA1: F1,17=0.071,p = 0.79, npz =
0.0042; ATFA: Fy 16 = 2.33, p = 0.15, n,> = 0.13).
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Figure 5. Differences in neural responses to aligned and misaligned faces for the congruent-identity
conditions (i.e. where top and bottom halves of the face pairs were both the same or both different).
We used the contrast alighed minus misaligned faces to investigate differences in neural activity in
face-responsive ROIs (A) and in all other ROlIs tested (B). Error bars indicate +1 SEM. * indicates p <

0.05 Bonferroni-corrected for N = 10 ROIs, + indicates p < 0.05 uncorrected.

For other ROIs (scene-responsive, object-responsive, parietal and early-visual ROlIs,
Fig. 5B), we found a significant effect of alignment in the LOC (F; 15 = 12.85, p = 0.0021, np2 =
0.42) and an effect of alignment in the TOS (F1,15 = 6.43, p = 0.021, r]p2 = 0.26), but the effect
in TOS did not survive Bonferroni-correction for N = 10 ROIs. Note that both LOC and TOS

showed higher responses to misaligned faces than to aligned faces (LOC: M =-0.42 %, SE =
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0.12 %; TOS: M =-0.32 %, SE =0.13 %). None of the other ROIs tested showed significant
differences in responses between aligned and misaligned faces (RSC: F; 17 = 0.055, p = 0.82,
Ne’ = 0.0032; PPA: Fy 15 = 0.59, p = 0.45, n,> = 0.032; SPL: Fy 15 = 3.14, p = 0.093, n,> = 0.15;
V1: Fy15 = 0.16, p = 0.70, n,> = 0.0086).

To confirm that there were significant differences in the alignment effect across
ROls, we performed a 2 (alignment) x 2 (top-same/top-different) x 10 (ROI) repeated
measures ANOVA. This analysis showed there was a significant interaction between
alignment and ROI (Fg 117 = 34.7, p= 4.5x 107, r]p2 = 0.73) indicating that the alignment
effect varied significantly across ROls. Furthermore, we investigated if there were any
differences in the effect of alignment across hemisphere in the LOC, FFA2 or TOS by
separating each ROl by hemisphere and performing 2 (alignment) x 2 (top-same/top-
different) x 2 (hemisphere) repeated measures ANOVAs in each ROI. We did not identify any
significant interactions between alignment and hemisphere (LOC: F; 15 =1.88, p = 0.19, npz =

0.095; FFA2: Fy 15 = 2.47, p = 0.14, np? = 0.14; TOS: Fy,15 = 0.034, p = 0.86, n,* = 0.0019).

We additionally performed a whole-brain analysis to investigate if any other brain
regions showed differences in activity between the aligned and misaligned congruent-

identity conditions. We did not identify any regions in this whole-brain analysis.

3.2.2. Neural composite face effect (congruency x alignment interaction) for top-same

conditions

For the face-responsive ROIs (Fig. 6), 2 (congruency) x 2 (alignment) repeated
measures ANOVAs showed neither significant interactions between congruency and
alignment (OFA: F115 = 3.07, p = 0.097, n,° = 0.15; FFA1: F117 = 0.79, p = 0.39, n,” = 0.044;
FFA2: F116=0.91, p = 0.35, n,> = 0.054; ATFA: F116 = 3.35, p = 0.086, n,° = 0.17) nor
significant effects of congruency (OFA: F; 13 = 0.35, p = 0.56, r]p2 =0.019; FFALl: F;17;,=2.54,p
=0.13, n,> = 0.13; FFA2: F1 16 = 0.23, p = 0.63, n,> = 0.015; ATFA: F; 16 = 0.40, p = 0.53, n,” =
0.025). Thus, no face-responsive ROls exhibited a neural composite face effect, despite

participants showing a robust behavioural composite face effect.



Journal Pre-proof

A . OFA s FFA1 . FFA2

&3.8f L " 34 2.4F
236 F—0p : 32 2.2}
<34} i 1 3 o}
53.2} 2.8f 1.8}
§ 3t 26t 16}
Aligned Misaligned Aligned Misaligned Aligned Misaligned
14y ATFA
§,1.2 . -o- Congruent-identity
R | B . (top same, bottom same)
= 08} ; :
506} =0 Incongruent-ldentlty.
2 0.4} (top same, bottom different)
Aligned Misaligned
B

g 06}

& 04f

L

Yoozt

g

& 9

vy L

202

OFA FFA1 FFA2 ATFA

Figure 6. Neural responses to the top-same conditions in the face-responsive ROls. (A) % signal
change as a function of congruency and alignment. (B) Interaction between congruency and
alignment with the contrast: (aligned congruent-identity — aligned incongruent-identity) —

(misaligned congruent-identity — misaligned incongruent-identity). Error bars indicate +1 SEM.
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For other ROls, including scene-responsive, object-responsive, parietal and early-
visual ROlIs (Fig. 7), we found a significant interaction between congruency and alignment in
the scene-responsive RSC (F117 = 14.07, p = 0.0016, r]p2 =0.45) and PPA (F115 = 11.58, p =
0.0032, r]p2 = 0.39), both surviving Bonferroni-correction for N = 10 ROIs. Follow-up paired t-
tests showed a significant effect of congruency for the aligned conditions in both RSC (M =
0.32 %, SE =0.082 %; t;7=3.91, p =0.0011, Cohen’s d, =0.92) and PPA (M = 0.24 %, SE =
0.061 %; t;3=3.87, p = 0.0011, Cohen’s d, = 0.89), but not for the misaligned conditions in
RSC (M =-0.058 %, SE = 0.090 %; t;7=-0.64, p = 0.53, Cohen’s d, =-0.15) and PPA (M = -
0.018 %, SE = 0.067 %; t;3=-0.27, p = 0.79, Cohen’s d, = -0.063). These results confirm that
the interaction observed in RSC and PPA was due to a larger congruency effect for aligned
conditions than for misaligned conditions, consistent with the behavioural composite face
effect induced by holistic processing. We did not find a significant interaction between
congruency and alignment in the scene-responsive TOS (Fy,15 = 1.85, p = 0.19, npz =0.093).
We did not find a significant effect of congruency-in any of these scene-responsive ROls
(RSC: F117 = 3.55, p = 0.077, n,” = 0.17; PPA: Fy15 = 4.33, p = 0.052, n,” = 0.19; TOS: Fy 15 =
3.98, p =0.061,n,” = 0.18).

None of the other ROIs we tested showed a significant interaction between
congruency and alignment (LOC: F; 15 = 2.23, p = 0.15, r],,2 =0.11; SPL: F;,15 = 0.095, p = 0.76,
r]p2 =0.0052; V1: F115=1.09, p = 0.31, npz = 0.057) or a significant effect of congruency (LOC:
Fi18=1.91,p=0.18,n," = 0.096; SPL: F1 15 = 1.42, p = 0.25, n,> = 0.073; V1: F1 15 = 0.52, p =
0.48, npz = 0.028). We additionally performed a whole-brain analysis to look if any other
regions showed an interaction between congruency and alignment or effect of congruency,

but we did not identify any regions in this analysis.

To confirm that there were significant differences in the congruency by alignment
interaction across ROIs, we performed a 2 (congruency) x 2 (alignment) x 10 (ROI) repeated
measures ANOVA. This analysis showed there was a significant triple interaction between
congruency, alignment and ROI (Fg 117 =35.1, p=2.9x 10%, r]p2 = 0.73) indicating that the
congruency by alignment interaction varied significantly across ROIls. Furthermore, we also
investigated if there were any differences in the congruency by alignment interaction across
hemisphere in the RSC or PPA by separating both ROIs by hemisphere, and then performing

2 (congruency) x 2 (alignment) x 2 (hemisphere) repeated measures ANOVAs in each ROI.
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We did not identify any significant triple interaction between congruency, alignment and
hemisphere in either ROI (RSC: Fy 17 = 3.89, p = 0.065, npz =0.19; PPA: F; 15 = 0.023, p = 0.88,
Ne’ = 0.0013).
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Figure 7. Neural responses to the top-same conditions in the scene-responsive, object-responsive,

perceptual grouping and early visual ROIs. (A) % signal change as a function of congruency and
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identity — aligned incongruent-identity) — (misaligned congruent-identity — misaligned incongruent-

identity). Error bars indicate £1 SEM. * indicates p < 0.05, Bonferroni-corrected for N = 10 ROls.
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3.2.3. Neural composite face effect (congruency x alignment interaction) for top-different

conditions

We did not observe a neural composite face effect for the top-different conditions
(Fig. 8 & 9). None of our ROIs showed a significant interaction between congruency and
alignment (OFA: F115=5.11x 10", p=0.98,n,” = 2.8 x 10°; FFA1: F117;=0.11, p = 0.74,n,” =
0.0065; FFA2: Fy 16 = 0.022, p = 0.88, n,> = 0.0014; ATFA: F116 = 0.44, p = 0.52, n,> = 0.027;
TOS: F115 = 0.22, p = 0.65, n,> = 0012; RSC: F117 = 0.79, p = 0.39, n,” = 0.044; PPA: Fy 15 =
0.031, p = 0.86, n,> = 0.0017; LOC: Fy 15 = 0.089, p = 0.77, n,” = 0.0049; SPL: F115 = 0.51, p =
0.48, n,” = 0.028; V1: F; 15 = 0.065, p = 0.80, n,” = 0.0036) or a significant effect of
congruency (OFA: F; 15 =2.05, p=0.17, npz =0.10; FFAl: F1,17=0.11, p = 0.74, r]p2 = 0.0064;
FFA2: F116 = 0.18, p = 0.68, n,> = 0.011; ATFA: F1 16 = 4.06, p = 0.061, n,> = 0.20; TOS: Fy 15 =
0.42, p = 0.52, n,” = 0.023; RSC: Fy 17 = 0.44, p = 0.52, n,> = 0.025; PPA: F; 15 = 0.19, p = 0.67,
N’ = 0.010; LOC: F115 = 2.77, p = 0.11, n,” = 0.13; SPL: 1 15 = 0.60, p = 0.45, n,> = 0.032; V1:
F1,18 =0.029, p = 0.87, r],g,2 = 0.0016). We additionally performed a whole-brain analysis to
investigate if any other regions showed an interaction between congruency and alignment
or an effect of congruency for the top-different conditions. No regions were identified in
this analysis. These results are consistent with our behavioural results obtained with top-
different conditions, suggesting that top-same and top-different conditions may contribute
differently to the behavioural measurement of composite face effect (Richler and Gauthier,

2013; Rossion, 2013).
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Figure 8. Neural responses to the top-different conditions in the face-responsive ROls. (A) % signal
change as a function of congruency and alignment. (B) Interaction between congruency and
alignment with the contrast: (aligned congruent-identity — aligned incongruent-identity) —

(misaligned congruent-identity — misaligned incongruent-identity). Error bars indicate +1 SEM.
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3.3. Correlation between the neural and behavioural composite face effect (i.e.

congruency x alignment interaction)

We conducted correlation analyses between neural composite face effects observed
in the RSC and PPA (Fig. 7) and the behavioural composite effect measured with accuracy
and reaction times (Fig. 3). As illustrated in Fig. 10, for the composite face effect measured
with response accuracy, there was no significant brain-behaviour correlation in either RSC (r
=-0.15, p = 0.56) or PPA (r = 0.20, p = 0.40). In contrast, for the composite face effect
measured with reaction times, we found significant correlations between the behavioural
and neural composite face effect observed in both RSC (r = 0.61, p = 0.0074) and PPA (r =

0.61, p = 0.0056), both surviving Bonferroni-correction for N =2 ROls.

Our behavioural composite effect measured with reaction times is based on
difference scores between reaction times, which might have poor retest reliability when the
same subject is tested multiple times (Draheim et al., 2019). To check whether our
participants showed a consistent composite face effect in reaction times, we calculated
Cronbach’s alpha (Cronbach, 1951). We found a Cronbach’s alpha of 0.85 for our
participants’ composite effect in reaction times across the three experimental runs,
indicating that our participants showed a consistent strength of composite effect in reaction

times across the experiment.

We additionally performed whole brain analyses to investigate if any other brain
regions showed a correlation between neural activity and behaviour related to the

composite face effect. No regions were identified in these analyses.
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Figure 10. Correlation of interaction effect of congruency and alignment measured with neural
responses and behavioural measures. (A) and (C) show the correlation between the interaction
effect of congruency and alignment measured with response accuracy (% correct) and neural
responses in the RSC (A) and PPA (C). (B) and (D) show the correlation between the interaction effect
of congruency and alignment measured with reaction times and neural responses in the RSC (B) and

PPA (D). * indicates p < 0.05, Bonferroni-corrected for N = 2 ROls.
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4, Discussion

In this study, we investigated the neural substrates underlying the composite face
effect—one of the most convincing demonstrations of holistic face processing—both within
and outside of face-responsive brain regions. We found significantly different neural
responses to aligned and misaligned faces in the LOC, as well as trends in the FFA2 and TOS.
As aligned faces are processed more holistically than misaligned faces, the neural alignment
effect suggests that these regions are sensitive to how holistically faces are processed.
Furthermore, we found that the RSC and PPA showed a pattern of neural activation
consistent with processing face identity in a holistic manner, which is a key factor underlying
the characteristic responses of a behavioural composite face effect. The strength of this
neural composite face effect in RSC and PPA also correlated with the behavioural composite
face effect measured in reaction times. These results indicate that brain regions both within
and outside the commonly defined face-responsive network contribute to the composite

face effect.
4.1. Neural responses to face alignment

Contrasting the neural responses to aligned and misaligned faces provides one way
to reveal the neural substrates supporting holistic face processing (Schiltz et al., 2010;
Schiltz and Rossion, 2006). Although in the composite task, the behavioural effect of holistic
processing is measured as different responses to congruent versus incongruent aligned
faces, holistic processing is assumed to occur for both types of aligned faces whereas part-
based processing is more prominent for misaligned faces. Therefore, brain regions showing
differences in neural activation between aligned and misaligned faces would indicate their
relative contribution to holistic and part-based face processing. In the present study, we
found a significant alignment effect in the LOC driven by higher activation to misaligned
faces compared to aligned faces. This pattern of results shows remarkable similarity to the
differences in neural activation between upright and inverted faces. Several studies have
found higher activation to inverted compared to upright faces in the LOC (Aguirre et al.,
1999; Epstein et al., 2006; Goffaux et al., 2013; Grotheer et al., 2014; Haxby et al., 1999). It
has been proposed that this could be due to inverted faces being processed similarly to

objects or due to a recruitment of these regions for more demanding face processing
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(Aguirre et al., 1999; Haxby et al., 1999). Given that inverted faces are also processed in a
more part-based manner (Rossion, 2013; Young et al., 1987) these results suggest that
misaligned faces may be processed similarly to inverted faces (see also Schiltz and Rossion,
2006). Together, these results suggest that the LOC contributes primarily to part-based

processing of misaligned or inverted faces.

We also found marginal alignment effect trends in the FFA2 and TOS, but these
effects did not survive Bonferroni correction for N = 10 ROls. Although the FFA2 result was
not significant after Bonferroni correction, this region has been associated with holistic
processing in several previous studies (Andrews et al., 2010; Goffaux et al., 2013; Pinsk et
al., 2009; Ross et al., 2018; Schiltz et al., 2010; Schiltz and Rossion, 2006). Our FFA2 results
are comparable to those found in previous studies, though our Bonferroni correction might
be too stringent to demonstrate a significant difference (note that Bonferroni correction
may increase Type Il errors, (Nakagawa, 2004)). Under such strict criteria, the FFA2 showed
a trend towards higher activation to aligned faces compared to misaligned faces, suggesting
that this region may process faces in a holistic manner. A specific involvement of FFA2 in
holistic face processing is consistent with previous work showing higher activation to upright
vs inverted faces in the FFA2 (Pinsk et al., 2009) and with previous work showing that the
FFA2 is involved in holistic processing of expertise objects (Ross et al., 2018). Furthermore,
several previous studies that did not separate the two components of the FFA have also
linked activity in the FFA to holistic processing of faces (Andrews et al., 2010; Goffaux et al.,

2013; Schiltz et al.; 2010; Schiltz and Rossion, 2006).

An involvement of the FFA2, but not the FFA1 in holistic face processing may explain
why studies investigating the neural responses to face inversion in the FFA have found
mixed results. Some studies found higher responses to upright compared to inverted faces
in the FFA (Goffaux et al., 2013; Yovel and Kanwisher, 2005), whereas some studies did not
find differences in responses (Aguirre et al., 1999; Epstein et al., 2006; Grotheer et al., 2014;
Haxby et al., 1999). One study that separated the FFA into two components, found higher
activation to upright vs inverted faces in the FFA2 but not the FFA1 (Pinsk et al., 2009). Thus,
the discrepant results across these studies might be due to differences in their FFA
localization. Furthermore, (Pinsk et al., 2009) did not find differences in activity to upright vs

inverted faces in the ATFA, which is consistent with our results in this region. The similarity
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between our results in the FFA2 and the effect of face inversion in FFA in previous studies
suggests that the FFA, particularly its anterior part FFA2, is involved in processing faces in a

holistic manner.
4.2. Neural responses to composite-faces

Although a neural alignment effect helps reveal the neural substrates underlying the
difference between holistic and part-based face processing, the neural alignment effect
alone cannot tell us what neural mechanisms support the characteristic behaviour related to
processing face identity holistically in the composite face paradigm. To address this
guestion, we hypothesized that brain regions processing face identity holistically would
show a similar pattern of neural responses to the pattern observed in behaviour: a larger
congruency effect for aligned faces than for misaligned faces. We investigated which brain
regions exhibit such a neural composite face effect. Our results identified two ROIs, the RSC
and PPA, that showed neural responses consistent with the behavioural composite face
effect. The RSC and PPA are known for their crucial role in scene perception, memory,
navigation (Epstein, 2008; Epstein and Kanwisher, 1998; Vann et al., 2009) and contextual
relationships (Bar, 2004; Bar and Aminoff, 2003). Recent studies have shown that the RSC
and PPA also contribute to configural/relational processing of visual scenes. These two
regions show stronger responses to whole scenes than parts of scenes (Kamps et al., 2016),
and the PPA also shows higher responses when scene stimuli are processed holistically than
when they are not (Schindler and Bartels, 2016). Our finding of a neural composite face
effect in these ROIs suggests that the behavioural composite face effect may involve neural
mechanisms supporting general configural/relational processing of face identity. However,
we note that 'we did not identify a neural alignment effect in the RSC or PPA, suggesting that

these regions do not play a general role in holistic processing of faces.

We did not identify a neural composite face effect in the FFA, though previous
studies suggest an important role of FFA in holistic face processing (Goffaux et al., 2013;
Schiltz et al., 2010; Schiltz and Rossion, 2006), nor any other face-responsive region,
including the higher-level ATFA which was not localized in most previous studies. It is
possible that these discrepant results in the FFA may be due to differences in the
experimental design. In this study, we used a different design of the composite-face

paradigm than was used in previous studies (Schiltz et al., 2010; Schiltz and Rossion, 2006).
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Thus, it may be that the measurement of holistic processing in the FFA is less sensitive when
using this design, for example due to differences in the frequency of top-same and top-
different conditions, as this may change participants’ expectations (see below).
Furthermore, it is also known that repetition effects can sometimes differ across the
duration of an experiment (Muller et al., 2013), thus it is possible that differences in the
number of faces used in the stimulus set or differences in the number of trials could lead to

differences in the measured repetition effects.

We found higher BOLD responses when two faces were aligned and congruent (i.e.
identical faces) compared to when they were aligned and incongruent (i.e. same top-halves,
different bottom-halves) and this repetition-effect disappeared when faces were
misaligned. Most studies find a repetition-suppression effect when subjects view two
identical faces compared to when they view two different faces (Grill-Spector et al., 1999),
although repetition-enhancement was also found in many studies (Segaert et al., 2013). We
speculate that this repetition-enhancement effect might be due to the role of expectation in
fMRI repetition effects. Expectations may modulate how stimulus repetition affects evoked
neural activity. For example, the probability of repetitions occurring in an experimental run
changes the repetition-effect strength (Larsson and Smith, 2012; Summerfield et al., 2008).
In both the FFA and PPA the neural response to faces was reduced when subjects had higher
expectation of seeing a face, compared to lower expectation of seeing a face (Egner et al.,
2010). In our experiment, there were more trials where participants perceived the top-
halves of the faces to be different compared to trials where they perceived them to be the
same, due to the composite face illusion. Thus, subjects may expect top-different trials
more often than top-same ones, leading them to have a lower BOLD response when they
perceive the faces to be different compared to when they perceive them to be the same. It
is worth noting that our expected pattern for the neural composite face effect is an
interaction between congruency and alignment (larger congruency effect for aligned than
for misaligned faces) regardless of whether there is a repetition enhancement or repetition

suppression effect.
4.3. Linking composite face effect in neural activity and behaviour

We found that the strength of the neural composite face effect (i.e. congruency x

alignment interaction) in the RSC and PPA is correlated with the behavioural composite face



. Journal Pre-proof

effect measured with reaction times, but not with accuracy. The correlation between the
behavioural composite face effect and the neural composite face effect measured in RSC
and PPA suggests that the neural activity in these areas contributes to the strength of the
behavioural composite face effect across individuals. The different results between the two
behavioural measures might be because reaction times are sometimes more sensitive to the
individual differences in the composite face effect (e.g. Richler et al., 2011a) or are more
sensitive to measurements of the composite face effect when the stimulus presentation
times are long, as in the present study (Rossion, 2013). One may also argue that our
observed correlations with reaction times are just due to different neural responses in the
RSC and PPA that are sensitive to reaction times or their associated attentional differences.
This attention-associated account is unlikely to be the case for two reasons. Firstly, tasks
requiring longer reaction times or greater attention (e.g. incongruent-identity conditions)
often elicit stronger neural responses rather than the lower neural activations we observe in
RSC and PPA (e.g. compared to congruent-identity conditions). Secondly, we found no
theoretical basis that such reaction time or attention differences would only modulate
neural responses in the RSC and PPA and not also other ROIs. However, we note that we
cannot fully exclude differences in trial difficulty contributing to the responses in these
regions, in particular as the negative deflection in these regions could be due to a greater

deactivation during the more difficult aligned incongruent conditions.

We separately investigated the neural activity and behavioural responses to the top-
same and top-different conditions, which allowed us to perform consistent analyses across
neural and behavioural responses and to evaluate the relative contribution of these
conditions to the composite face effect. The necessity of incongruent-identity top-different
conditions for measuring holistic face processing with the composite paradigm is debated
(Richler and Gauthier, 2013; Rossion, 2013). It has also been suggested that the composite
face effect is mainly found when the target face part being matched is more similar rather
than different (Goffaux, 2012; Goffaux et al., 2013). We found different patterns of
behavioural responses across these two conditions: the composite face effect was primarily
driven by top-same conditions whereas the top-different conditions showed no evidence of
a composite face illusion. Consistent with the behavioural responses, the neural composite

face effect was observed with the top-same conditions but not with the top-different
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conditions. Nonetheless, it is worth noting that we only observed a three-way interaction in
one (i.e. the RSC) of 10 ROIs tested. Together, these results suggest a more prominent role
of top-same than top-different conditions in measuring the behavioural and neural

composite face effect.
4.4. Conclusion

Holistic processing has been measured with different research paradigms, and different
underlying cognitive and neural processes have been proposed (e.g. Harris and Aguirre,
2008; Haxby et al., 1999; Maurer et al., 2002; Ross et al., 2018; Schiltz et al., 2010). In the
present study, when holistic processing is measured using a face alignment effect, we found
that the FFA2 showed a trend toward responses consistent with holistic face processing
whereas the LOC showed a pattern of responses consistent with part-based face processing.
Furthermore, we found neural activity consistent with holistic processing of face identity, a
key component of the composite face effect (i.e. congruency x alignment interaction), in the
RSC and PPA, two brain regions sensitive to configural and relational processing of scene
elements, and this neural composite face effect linked to behaviour. These results suggest
that the composite face effect is supported by neural processes both within and outside of

the face-responsive brain network.
Credit author statements

Celia Foster: Conceptualization; Software; Investigation; Formal analysis; Writing - Original
Draft; Writing - Review & Editing

Isabelle Biilthoff: Conceptualization; Writing - Review & Editing; Supervision

Andreas Bartels: Conceptualization; Writing - Review & Editing; Supervision

Mintao Zhao: Conceptualization; Writing - Review & Editing; Supervision

Acknowledgements

This research was supported by the Max Planck Society, Germany.



. Journal Pre-proof

Declarations of interest
None.
References

Aguirre, G.K., 2007. Continuous carry-over designs for fMRI. Neuroimage 35, 1480-1494.
https://doi.org/10.1016/j.neuroimage.2007.02.005

Aguirre, G.K., Singh, R., D’Esposito, M., 1999. Stimulus inversion and the responses of face
and object-sensitive cortical areas. Neuroreport 10, 189-194.

https://doi.org/10.1097/00001756-199901180-00036

Andrews, T.J., Davies-Thompson, J., Kingstone, A., Young, A.W., 2010. Internal and External
Features of the Face Are Represented Holistically in Face-Selective Regions of Visual

Cortex. J. Neurosci. 30, 3544—-3552. https://doi.org/10.1523/INEUROSCI.4863-09.2010

Arcurio, L.R., Gold, J.M., James, T.W., 2012. The response of face-selective cortex with single
face parts and part combinations. Neuropsychologia 50, 2454—2459.
https://doi.org/10.1016/j.neuropsychologia.2012.06.016

Bar, M., 2004. Visual objects in context. Nat. Rev. Neurosci. 5, 617—-629.
https://doi.org/10.1038/nrn1476

Bar, M., Aminoff, E., 2003. Cortical analysis of visual context. Neuron 38, 347—-358.
https://doi.org/10.1016/50896-6273(03)00167-3

Bettencourt, K.C., Xu, Y., 2013. The Role of Transverse Occipital Sulcus in Scene Perception
and Its Relationship to Object Individuation in Inferior Intraparietal Sulcus. J. Cogn.

Neurosci. 25, 1711-1722. https://doi.org/10.1162/jocn_a_00422

Blanz, V., Vetter, T., 1999. A morphable model for the synthesis of 3D faces. SIGGRAPH’99
Conf. Proc. 187-194. https://doi.org/10.1145/311535.311556

Brainard, D.H., 1997. The Psychophysics Toolbox. Spat. Vis. 10, 433-436.
https://doi.org/10.1163/156856897X00357

Brandman, T., Yovel, G., 2016. Bodies are Represented as Wholes Rather Than Their Sum of



. Journal Pre-proof

Parts in the Occipital-Temporal Cortex. Cereb. Cortex 26, 530-543.
https://doi.org/10.1093/cercor/bhu205

Brooks, J.L., 2012. Counterbalancing for serial order carryover effects in experimental

condition orders. Psychol. Methods 17, 600—614. https://doi.org/10.1037/a0029310

Bukach, C.M., Phillips, W.S., Gauthier, I., 2010. Limits of generalization between categories
and implications for theories of category specificity. Attention, Perception, Psychophys.

72, 1865-1874. https://doi.org/10.3758/APP.72.7.1865

Chua, K.-W., Gauthier, I., 2020. Domain-Specific Experience Determines Individual
Differences in Holistic Processing. J. Exp. Psychol. Gen. 149, 31-41.
https://doi.org/10.1037/xge0000628

Cronbach, L.J., 1951. Coefficient alpha and the internal structure of tests. Psychometrika 16,

297-334. https://doi.org/10.1007/BF02310555

Curby, K.M., Huang, M., Moerel, D., 2019. Multiple paths to holistic processing: Holistic
processing of Gestalt stimuli do not overlap with holistic face processing in the same
manner as do objects of expertise. Attention, Perception, Psychophys. 81, 716-726.
https://doi.org/10.3758/s13414-018-01643-x

Curby, K.M., Moerel, D., 2019. Behind the face of holistic perception: Holistic processing of
Gestalt stimuli and faces recruit overlapping perceptual mechanisms. Attention,

Perception, Psychophys. 81, 2873-2880. https://doi.org/10.3758/s13414-019-01749-w

Diamond, R., Carey, S., 1986. Why faces are and are not special: an effect of expertise. J.

Exp. Psychol. Gen. 115, 107-117. https://doi.org/10.1037//0096-3445.115.2.107

Dilks, D.D., Julian, J.B., Paunov, A.M., Kanwisher, N., 2013. The Occipital Place Area Is
Causally and Selectively Involved in Scene Perception. J. Neurosci. 33, 1331-1336.

https://doi.org/10.1523/INEUROSCI.4081-12.2013

Draheim, C., Mashburn, C.A., Martin, J.D., Engle, R.W., 2019. Reaction time in differential
and developmental research: A review and commentary on the problems and

alternatives. Psychol. Bull. 145, 508-535. https://doi.org/10.1037/bul0000192

Egner, T., Monti, J.M., Summerfield, C., 2010. Expectation and Surprise Determine Neural



. Journal Pre-proof

Population Responses in the Ventral Visual Stream. J. Neurosci. 30, 16601-16608.
https://doi.org/10.1523/JNEUROSCI.2770-10.2010

Engell, A.D., Kim, N.Y., McCarthy, G., 2018. Sensitivity to Faces with Typical and Atypical Part
Configurations within Regions of the Face-processing Network: An fMRI Study. J. Cogn.
Neurosci. 30, 963—972. https://doi.org/10.1162/jocn_a_01255

Epstein, R., 2008. Parahippocampal and retrosplenial contributions to human spatial

navigation. Trends Cogn. Sci. 12, 388—396. https://doi.org/10.1016/j.tics.2008.07.004

Epstein, R., Higgins, J.S., Parker, W., Aguirre, G.K., Cooperman, S., 2006. Cortical correlates
of face and scene inversion: A comparison. Neuropsychologia 44, 1145-1158.

https://doi.org/10.1016/j.neuropsychologia.2005.10.009

Epstein, R., Kanwisher, N., 1998. A cortical representation of the local visual environment.

Nature 392, 598-601. https://doi.org/10.1038/33402

Farah, M.J., Wilson, K.D., Drain, M., Tanaka, J.N., 1998. What is “special” about face
perception? Psychol. Rev. 105, 482-498. https://doi.org/10.1037/0033-295X.105.3.482

Faul, F., Erdfelder, E., Lang, A.G., Buchner, A., 2007. G*Power 3: A flexible statistical power
analysis program for the social, behavioral, and biomedical sciences. Behav. Res.

Methods 39, 175-191. https://doi.org/10.3758/BF03193146

Freiwald, W.A,, Tsao, D.Y., Livingstone, M.S., 2009. A face feature space in the macaque

temporal lobe. Nat. Neurosci. 12, 1187-1196. https://doi.org/10.1038/nn.2363

Friston, K.J., Rotshtein, P., Geng, J.J., Sterzer, P., Henson, R.N., 2006. A critique of functional
localisers. Neuroimage 30, 1077-1087.
https://doi.org/10.1016/j.neuroimage.2005.08.012

Gautbhier, I., Skudlarski, P., Gore, J.C., Anderson, A.W., 2000a. Expertise for cars and birds
recruits brain areas involved in face recognition. Nat. Neurosci. 3, 191-197.

https://doi.org/10.1038/72140

Gauthier, I., Tarr, M.J., 2002. Unraveling mechanisms for expert object recognition: bridging
brain activity and behavior. J. Exp. Psychol. Hum. Percept. Perform. 28, 431-446.
https://doi.org/10.1037/0096-1523.28.2.431



. Journal Pre-proof

Gauthier, I., Tarr, M.J., 1997. Becoming a “Greeble” expert: Exploring mechanisms for face
recognition. Vision Res. 37, 1673—-1682. https://doi.org/10.1016/S0042-
6989(96)00286-6

Gauthier, I., Tarr, M.J., Moylan, J., Skudlarski, P., Gore, J.C., Anderson, A.\W., 2000b. The
fusiform “face area” is part of a network that processes faces at the individual level. J.

Cogn. Neurosci. 12, 495-504. https://doi.org/10.1162/089892900562165

Goffaux, V., 2012. The discriminability of local cues determines the strength of holistic face

processing. Vision Res. 64, 17-22. https://doi.org/10.1016/j.visres.2012.04.022

Goffaux, V., Schiltz, C., Mur, M., Goebel, R., 2013. Local discriminability determines the
strength of holistic processing for faces in the fusiform face area. Front. Psychol. 3, 1-

14. https://doi.org/10.3389/fpsyg.2012.00604

Grassi, P.R., Zaretskaya, N., Bartels, A., 2018. A Generic Mechanism for Perceptual
Organization in the Parietal Cortex. J. Neurosci. 38, 7158-7169.
https://doi.org/10.1523/INEUROSCI.0436-18.2018

Grassi, P.R., Zaretskaya, N., Bartels; A., 2016. Parietal cortex mediates perceptual Gestalt
grouping independent of stimulus size. Neuroimage 133, 367-377.

https://doi.org/10.1016/j.neuroimage.2016.03.008

Grill-Spector, K., 2003. The neural basis of object perception. Curr. Opin. Neurobiol. 13, 159-
166. https://doi.org/10.1016/5S0959-4388(03)00040-0

Grill-Spector, K., Kushnir, T., Edelman, S., Avidan, G., Itzchak, Y., Malach, R., 1999.
Differential processing of objects under various viewing conditions in the human lateral
occipital complex. Neuron 24, 187-203. https://doi.org/10.1016/5S0896-
6273(00)80832-6

Grotheer, M., Hermann, P., Vidnyanszky, Z., Kovacs, G., 2014. Repetition probability effects
for inverted faces. Neuroimage 102, 416-423.
https://doi.org/10.1016/j.neuroimage.2014.08.006

Harris, A., Aguirre, G.K., 2010. Neural Tuning for Face Wholes and Parts in Human Fusiform

Gyrus Revealed by fMRI Adaptation. J. Neurophysiol. 104, 336—345.



. Journal Pre-proof

https://doi.org/10.1152/jn.00626.2009

Harris, A., Aguirre, G.K., 2008. The representation of parts and wholes in face-selective

cortex. J. Cogn. Neurosci. 20, 863—878. https://doi.org/10.1162/jocn.2008.20509

Haxby, J. V., Ungerleider, L.G., Clark, V.P., Schouten, J.L., Hoffman, E.A., Martin, A., 1999.
The effect of face inversion on activity in human neural systems for face and object

perception. Neuron 22, 189-199. https://doi.org/10.1016/50896-6273(00)80690-X

Hinds, O., Polimeni, J.R., Rajendran, N., Balasubramanian, M., Amunts, K., Zilles, K.,
Schwartz, E.L., Fischl, B., Triantafyllou, C., 2009. Locating the functional and anatomical
boundaries of human primary visual cortex. Neuroimage 46, 915-922.

https://doi.org/10.1016/j.neuroimage.2009.03.036

Hole, G.J., 1994. Configurational factors in the perception of unfamiliar faces. Perception 23,

65—74. https://doi.org/10.1068/p230065

Kamps, F.S., Julian, J.B., Kubilius, J., Kanwisher, N:, Dilks, D.D., 2016. The occipital place area
represents the local elements of scenes. Neuroimage 132, 417-424.

https://doi.org/10.1016/j.neuroimage.2016.02.062

Kanwisher, N., McDermott, J., Chun, M.M., 1997. The fusiform face area: a module in

human extrastriate cortex specialized for face perception. J. Neurosci. 17, 4302—-4311.

Kleiner, M., Brainard, D., Pelli, D., 2007. “What’s new in Psychtoolbox-3?,” in: Perception 36
ECVP Abstract Suppiement.

Larsson, J., Smith, A.T., 2012. fMRI repetition suppression: Neuronal adaptation or stimulus

expectation? Cereb. Cortex 22, 567-576. https://doi.org/10.1093/cercor/bhr119

Liu, J., Harris, A., Kanwisher, N., 2010. Perception of face parts and face configurations: an

fMRI study. J. Cogn. Neurosci. 22, 203—-211. https://doi.org/10.1162/jocn.2009.21203

Maguire, E., 2001. The retrosplenial contribution to human navigation: A review of lesion
and neuroimaging findings. Scand. J. Psychol. 42, 225-238.
https://doi.org/10.1111/1467-9450.00233

Malach, R., Reppas, J.B., Benson, R.R., Kwong, K.K., Jiang, H., Kennedy, W.A., Ledden, P.J.,
Brady, T.J., Rosen, B.R., Tootell, R.B.H., 1995. Object-related activity revealed by



. Journal Pre-proof

functional magnetic resonance imaging in human occipital cortex. Proc. Natl. Acad. Sci.

U.S. A. 92, 8135-8139. https://doi.org/10.1073/pnas.92.18.8135

Maurer, D., Le Grand, R., Mondloch, C.J., 2002. The many faces of configural processing.
Trends Cogn. Sci. 6, 255—-260.

Miller, N.G., Strumpf, H., Scholz, M., Baier, B., Melloni, L., 2013. Repetition suppression
versus enhancement - It’s quantity that matters. Cereb. Cortex 23, 315-322.

https://doi.org/10.1093/cercor/bhs009

Nakagawa, S., 2004. A farewell to Bonferroni: The problems of low statistical power and

publication bias. Behav. Ecol. 15, 1044—1045. https://doi.org/10.1093/beheco/arh107

Pinsk, M.A., Arcaro, M., Weiner, K.S., Kalkus, J.F., Inati, S.J., Gross, C.G., Kastner, S., 2009.
Neural representations of faces and body parts in macague and human cortex: A
comparative fMRI study. J. Neurophysiol. 101, 2581-2600.
https://doi.org/10.1152/jn.91198.2008

Rajimehr, R., Young, J.C., Tootell, R.B.H., 2009. An anterior temporal face patch in human
cortex, predicted by macaque maps. Proc. Natl. Acad. Sci. U. S. A. 106, 1995-2000.
https://doi.org/10.1073/pnas.0807304106

Richler, J.J., Cheung, O.S., Gauthier, |., 2011a. Holistic processing predicts face recognition.

Psychol. Sci. 22, 464—471. https://doi.org/10.1177/0956797611401753

Richler, J.J., Gauthier, I., 2014. A meta-analysis and review of holistic face processing.

Psychol. Bull. 140, 1281-1302. https://doi.org/10.1037/a0037004

Richler, J.J., Gauthier, I., 2013. When intuition fails to align with data: A reply to Rossion
(2013). Vis. cogn. 21, 254-276. https://doi.org/10.1080/13506285.2013.796035

Richler, J.J., Mack, M.L., Palmeri, T.J., Gauthier, |., 2011b. Inverted faces are (eventually)
processed holistically. Vision Res. 51, 333-342.
https://doi.org/10.1016/j.visres.2010.11.014

Ross, D.A., Tamber-Rosenau, B.J., Palermi, T.J., Zhang, J., Xu, Y., Gauthier, I., 2018. High-
resolution Functional Magnetic Resonance Imaging Reveals Configural Processing of

Cars in Right Anterior Fusiform Face Area of Car Experts. J. Cogn. Neurosci. 30, 973—



. Journal Pre-proof

984. https://doi.org/10.1162/jocn_a_01256

Rossion, B., 2013. The composite face illusion: A whole window into our understanding of
holistic face perception. Vis. cogn. 21, 139-253.
https://doi.org/10.1080/13506285.2013.772929

Rossion, B., Boremanse, A., 2008. Nonlinear relationship between holistic processing of
individual faces and picture-plane rotation: Evidence from the face composite illusion.

J. Vis. 8, 1-13. https://doi.org/10.1167/8.4.3

Saxe, R., Brett, M., Kanwisher, N., 2006. Divide and conquer: A defense of functional
localizers. Neuroimage 30, 1088—1096.
https://doi.org/10.1016/j.neuroimage.2005.12.062

Schiltz, C., Dricot, L., Goebel, R., Rossion, B., 2010. Holistic perception of individual faces in
the right middle fusiform gyrus as evidenced by the composite face illusion. J. Vis. 10,

1-16. https://doi.org/10.1167/10.2.25

Schiltz, C., Rossion, B., 2006. Faces are represented holistically in the human occipito-
temporal cortex. Neuroimage 32, 1385-1394.
https://doi.org/10.1016/j.neuroimage.2006.05.037

Schindler, A., Bartels, A., 2016. Visual high-level regions respond to high-level stimulus
content in the absence of low-level confounds. Neuroimage 132, 520-525.

https://doi.org/10.1016/j.neuroimage.2016.03.011

Segaert, K., Weber, K., de Lange, F.P., Petersson, K.M., Hagoort, P., 2013. The suppression of
repetition enhancement: A review of fMRI studies. Neuropsychologia 51, 59-66.

https://doi.org/10.1016/j.neuropsychologia.2012.11.006

Summerfield, C., Trittschuh, E.H., Monti, J.M., Mesulam, M.M., Egner, T., 2008. Neural
repetition suppression reflects fulfilled perceptual expectations. Nat. Neurosci. 11,

1004-1006. https://doi.org/10.1038/nn.2163

Tanaka, J.W., Farah, M.J., 1993. Parts and Wholes in Face Recognition. Q. J. Exp. Psychol.
Sect. A 46, 225-245. https://doi.org/10.1080/14640749308401045

Troje, N.F., Bilthoff, H.H., 1996. Face recognition under varying poses: The role of texture



. Journal Pre-proof

and shape. Vision Res. 36, 1761-1771. https://doi.org/10.1016/0042-6989(95)00230-8

Tsao, D.Y., Moeller, S., Freiwald, W.A., 2008. Comparing face patch systems in macaques
and humans. Proc. Natl. Acad. Sci. U. S. A. 105, 19514-19519.
https://doi.org/10.1073/pnas.0809662105

Vann, S.D., Aggleton, J.P., Maguire, E.A., 2009. What does the retrosplenial cortex do? Nat.
Rev. Neurosci. 10, 792-802. https://doi.org/10.1038/nrn2733

Weiner, K.S., Golarai, G., Caspers, J., Chuapoco, M.R., Mohlberg, H., Zilles, K., Amunts, K.,
Grill-Spector, K., 2014. The mid-fusiform sulcus: A landmark identifying both
cytoarchitectonic and functional divisions of human ventral temporal cortex.

Neuroimage 84, 453-465. https://doi.org/10.1016/j.neuroimage.2013.08.068

Weiner, K.S., Grill-Spector, K., 2013. Neural representations of faces and limbs neighbor in
human high-level visual cortex: Evidence for a new organization principle. Psychol. Res.

77, 74-97. https://doi.org/10.1007/s00426-011-0392-x

Weiner, K.S., Jonas, J., Gomez, J., Maillard, L., Brissart, H., Hossu, G., Jacques, C., Loftus, D.,
Colnat-Coulbois, S., Stigliani, A., Barnett, M.A., Grill-Spector, K., Rossion, B., 2016. The
Face-Processing Network s Resilient to Focal Resection of Human Visual Cortex. J.

Neurosci. 36, 8425—-8440. https://doi.org/10.1523/INEUROSCI.4509-15.2016

Wong, A.C.-N., Palmeri, T.J., Gauthier, I., 2009a. Conditions for facelike expertise with
objects: Becoming a ziggerin expert - but which type? Psychol. Sci. 20, 1108-1117.
https://doi.org/10.1111/j.1467-9280.2009.02430.x

Wong, A.C.-N., Palmeri, T.J., Rogers, B.P., Gore, J.C., Gauthier, |., 2009b. Beyond shape: How
you learn about objects affects how they are represented in visual cortex. PLoS One 4,

1-7. https://doi.org/10.1371/journal.pone.0008405

Xu, Y., 2005. Revisiting the role of the fusiform face area in visual expertise. Cereb. Cortex

15, 1234-1242. https://doi.org/10.1093/cercor/bhi006

Young, A.W., Hellawell, D., Hay, D.C., 1987. Configurational information in face perception.

Perception 16, 747-759. https://doi.org/10.1068/p160747n

Yovel, G., Kanwisher, N., 2005. The neural basis of the behavioral face-inversion effect. Curr.



. Journal Pre-proof

Biol. 15, 2256-2262. https://doi.org/10.1016/j.cub.2005.10.072

Zachariou, V., Nikas, C. V., Safiullah, Z.N., Gotts, S.J., Ungerleider, L.G., 2017. Spatial
mechanisms within the dorsal visual pathway contribute to the configural processing of

faces. Cereb. Cortex 27, 4124-4138. https://doi.org/10.1093/cercor/bhw224

Zaretskaya, N., Anstis, S., Bartels, A., 2013. Parietal Cortex Mediates Conscious Perception of
[llusory Gestalt. J. Neurosci. 33, 523-531. https://doi.org/10.1523/JNEUROSCI.2905-
12.2013

Zhang, J., Liu, J., Xu, Y., 2015. Neural decoding reveals impaired face configural processing in
the right fusiform face area of individuals with developmental prosopagnosia. J.

Neurosci. 35, 1539-1548. https://doi.org/10.1523/INEUROSC!.2646-14.2015

Zhao, M., Biilthoff, H.H., Bllthoff, I., 2016. Beyond faces and expertise: Face-like holistic
processing of nonface objects in the absence of expertise. Psychol. Sci. 27, 213-222.

https://doi.org/10.1177/0956797615617779

Zhao, M., Biilthoff, I., 2017. Holistic processing of static and moving faces. J. Exp. Psychol.
Learn. Mem. Cogn. 43, 1020-1035. https://doi.org/10.1037/xIm0000368

Zhao, M., Cheung, S.-H., Wong, A.C.-N., Rhodes, G., Chan, E.K.S., Chan, W.W.L., Hayward,
W.G., 2014. Processing of configural and componential information in face-selective
cortical areas. Cogn. Neurosci. 5, 160-167.

https://doi.org/10.1080/17588928.2014.912207



