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The advent of functional neuroimaging has allowed tremendous
advances in our understanding of brain – language relationships, in
addition to generating substantial empirical data on this subject in the
form of thousands of activation peak coordinates reported in a decade of
language studies. We performed a large-scale meta-analysis of this
literature, aimed at defining the composition of the phonological,
semantic, and sentence processing networks in the frontal, temporal,
and inferior parietal regions of the left cerebral hemisphere. For each of
these language components, activation peaks issued from relevant
component-specific contrasts were submitted to a spatial clustering
algorithm, which gathered activation peaks on the basis of their relative
distance in the MNI space. From a sample of 730 activation peaks
extracted from 129 scientific reports selected among 260, we isolated 30
activation clusters, defining the functional fields constituting three
distributed networks of frontal and temporal areas and revealing the
functional organization of the left hemisphere for language. The
functional role of each activation cluster is discussed based on the
nature of the tasks in which it was involved. This meta-analysis sheds
light on several contemporary issues, notably on the fine-scale functional
architecture of the inferior frontal gyrus for phonological and semantic
processing, the evidence for an elementary audio – motor loop involved
in both comprehension and production of syllables including the
primary auditory areas and the motor mouth area, evidence of areas
of overlap between phonological and semantic processing, in particular
at the location of the selective human voice area that was the seat of
partial overlap of the three language components, the evidence of a
cortical area in the pars opercularis of the inferior frontal gyrus
dedicated to syntactic processing and in the posterior part of the superior
temporal gyrus a region selectively activated by sentence and text
processing, and the hypothesis that different working memory perception – actions loops are identifiable for the different language components. These results argue for large-scale architecture networks rather
than modular organization of language in the left hemisphere.
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Introduction
In the nineteenth and twentieth centuries, our understanding of
how the human brain analyzes and produces language was shaped
by aphasiology. This approach helped to define a model of language
architecture, in which Broca’s and Wernicke’s areas—two fairly
large and loosely defined cortical areas located in the left frontal and
temporal lobes—were assigned the leading roles in language
production and comprehension, respectively (Geschwind, 1970).
In the 1980s, the advent of non-invasive functional brain imaging
techniques, such as positron emission tomography (PET) and
functional magnetic resonance imaging (fMRI), shifted the emphasis towards investigating the neural bases of language in the normal
human brain. These techniques have enabled the investigation of
specific components of brain language implementation through the
tailoring of experimental neuro-linguistic paradigms. Fifteen years
have passed since the initial pioneering studies (Petersen et al., 1988;
Zatorre et al., 1992), and the amount of information coming from
functional imaging studies offers the opportunity to propose an
updated view on brain – language relationships.
Starting from 260 articles published between 1992 and 2004, the
present meta-analysis is constituted with 129 scientific reports,
including 262 component-specific cognitive contrasts reporting 730
activation peaks in the left hemisphere cortex. These contrasts were
selected from studies investigating three language-processing
component classes, namely, ‘‘phonological,’’ ‘‘semantic,’’ and
‘‘sentence processing’’ components. This classification emerges not
from language models per se but more pragmatically from the
design of the selected functional imaging protocols, which compared
cognitive conditions with increasingly complex verbal material.
Selection of articles and contrasts to be included in the present
meta-analysis was based upon five major criteria: 1—we limited
the investigation to studies on normal volunteers; 2—we retained
those that reported their results in stereotactic coordinates, thereby
excluding articles using a region-of-interest (ROI) approach; 3—
we selected component-specific contrasts, thereby excluding
studies that used low-level reference tasks, such as cross-fixation
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or rest, for semantic and sentence processing investigations; 4—we
selected activation peaks located in the left – middle and inferior
frontal gyrus, including the insula, the superior, middle, and
inferior temporal gyri and inferior parietal gyrus; 5—peaks that felt
outside the brain or in the white matter were thus excluded. The
selected peaks for each class were then submitted to a spatial
clustering algorithm in the standard neuroanatomical reference
space shared by the brain mapping community (i.e., Montreal
Neurological Institute (MNI) space), after appropriate conversion
when necessary.
The present approach is in line with Poldrack’s meta-analysis
of the inferior frontal gyrus that allowed an anatomo-functional
segregation for phonological and semantic processing (Poldrack
et al., 1999). It is based on the whole brain three-dimensional
and quantitative methodology that our laboratory has developed
for the identification of the different pathways for word reading
(Jobard et al., 2003). This approach appears complementary to
recent reviews on language that investigated one language
component (word processing (Indefrey and Levelt, 2004; Price,
2000), semantic processing (Bookheimer, 2002), sentence processing (Friederici, 2002)) and confronted a reduced number of
investigations to propose a synthesis of functional imaging
results within a given theoretical frame. These latter reviews are
based on a fine-grained analysis of the paradigms and provide
important insights on the neural representation of language.
However, they describe functional anatomy of language at the
gyral level only, leaving open the question of a more accurate
cortical localization of a given process and thus that of
specificity and interactions of different processes at regional
level. Complementary to these works, the present methodology
provides a fine-grained analysis of the brain functional activations, searching for the existence of areas dedicated to each of
the language components – for instance, the segregation of
semantic and phonological areas within the inferior frontal
gyrus – and/or the opportunity to question the role of nearby or
overlapping cortical areas. Given its power in terms of number
of subjects and range of language paradigms, our meta-analysis
approach offers the possibility of identifying regions that could
have been overlooked by single protocols and that would
correspond to invariants of a given language component. We
think that such an approach is the only way to provide empirical
arguments to support the theoretical shift proposed by M.
Mesulam and J. Fuster that cognition in the brain is supported
by overlapping and interactive large-scale cognitive networks
rather than modules (Fuster, 2003; Mesulam, 1990).

Methods
Contrast selection
To meta-analyze the language neuroimaging literature, a classification of language-processing components had to be adopted in order
to sort the various cognitive states that were reported. We retained
mainly component-specific contrasts, i.e., contrasts designed to target
a precise component; low-level contrasts, such as comparisons
between a language task with a resting state or a low level baseline,
were discarded because such contrasts result in the activation of
multiple peaks corresponding to multiple cognitive components.
Because of the inherent constraints of the difference paradigm,
the organization of language levels documented with functional
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imaging is not based on the historical order followed by the
development of linguistic theories (namely syntactic, semantic, and
then pragmatic), but rather on the hierarchical linguistic complexity
of the verbal stimuli, namely, phonological, semantic, and syntactic
(Tables 1, 2, and 3). Such a hierarchy is close to the developmental
steps of language acquisition in children: from the processing of
language sounds to the understanding and elaboration of sentences
(Damon, 2000).
The 262 component-specific contrasts gleaned from the 129
reports were classified in three language components. Phonological
processing had been investigated in 45 studies, including 86
contrasts leading to the detection of 125 activation peaks in the
left frontal lobe and 122 peaks in the left temporal and inferior
parietal areas. Phonological tasks (Table 1) required the subjects to
repeat or articulate syllables; to read, listen, or attend to syllables or
letters; to read a pseudo-word (constructed upon the orthographic
rules of a given language but without meaning) or count the number
of syllables it encompassed; to count the number of syllables in a
word; or to discriminate whether a word ended with the same sound.
Studies of the selective human voice area were also included.
Working-memory tasks on letters were included at the phonological
level since such tasks are known to be based on the silent rehearsal of
the different letters to recall (phonological loop).
The meta-analysis included 67 studies on semantic processing.
Within these studies, 111 contrasts led to 145 frontal peaks of
activation and to the detection of 177 temporal and parietal peaks
of activation. Semantic tasks (Table 2) called either for simple
access to meaning (word reading, word listening); categorization
(decide whether a presented stimulus shows a living or non-living
creature, a natural or manufactured object, a word or not);
association (e.g., word generation: generate a verb semantically
related to visual or auditory words or pictures); semantic retrieval
(such as the retrieval of an object property); selection among
semantic knowledge (tasks where semantic association activation
are compared whether the word to retrieve has high or low
competitors); or semantic priming tasks.
There are relatively fewer reports on sentence processing than on
phonology or semantics, and the present analysis was based on 36
functional imaging studies. Among these, 65 contrasts resulted in 59
peaks of activation in the frontal lobe and 102 activation peaks in the
temporal lobe (Table 3). These tasks included paradigms on
sentence/text comprehension processing such as passive listening
or reading compared to the listening or reading of pseudo-sentences
(unlinked words). It also included paradigms targeting a specific
component of sentence comprehension such as selective attention to
voice or speaker during sentence listening; emotional judgment;
comparison of sentence comprehension with high or low mental
imagery content; working memory for sentences compared to that
for words; sentence completion; and plausibility judgment on the
sentence semantic content. We also included a set of reports that used
more constrained tasks to investigate syntactic processing that were
classified as syntactic processing. These studies compared the
processing of complex sentences to simple ones, also called
syntactic movement (e.g., object – subject sentences compared to
subject – object sentences: The red book John gave to his sister/John
gave the red book to his sister; or embedded sentences).
Data collection and standardization
Although all peak coordinates we selected were reported as
‘‘stereotactic,’’ it is well known that some discrepancies exist
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Table 1
List of the 45 studies including the 86 contrasts that investigated phonological processing filed into the meta-analysis, with a short description of the paradigms
Frontal type of contrast (number of contrasts)

Temporal and parietal type of contrast (number of contrasts)

Articulation, repetition (16)
(Bookheimer et al., 2000; Braun et al., 1997; Heim et al., 2002;
McGuire et al., 1996; Price et al., 1996c; Riecker et al., 2000;
Warburton et al., 1996; Wildgruber et al., 2001)
Reading, listening, attending to, discriminating syllables or letters (13)
(Beauregard et al., 1997; Jancke and Shah, 2002; Jessen et al.,
1999; Joanisse and Gati, 2003; Paulesu et al., 2000; Poeppel
et al., 2004; Sekiyama et al., 2003; Zatorre et al., 1992)
Reading, syllable counting with pseudo-words (10)
(Herbster et al., 1997; Kotz et al., 2002; Mechelli et al., 2000;
Meyer et al., 2002; Paulesu et al., 2000; Poldrack et al., 1999)

Articulation, repetition (10)
(Bookheimer et al., 2000; Braun et al., 1997; Calvert et al., 1999;
Howard et al., 1992; Price et al., 1996c; Warburton et al., 1996;
Wildgruber et al., 2001)
Reading, listening, attending to, discriminating syllables or letters (20)
(Beauregard et al., 1997; Belin and Zatorre, 2003; Hugdahl et al., 2003;
Jancke et al., 2002; Jancke and Shah, 2002; Jessen et al., 1999; Joanisse and
Gati, 2003; Poeppel et al., 2004; Sekiyama et al., 2003; Zatorre et al., 1992)
Listening, reading, discriminating pseudo-words (11)
(Binder et al., 2000; Cappa et al., 1998; Fiez et al., 1996; Herbster et al.,
1997; Hickok et al., 2003; Hugdahl et al., 2003; Meyer et al., 2002;
Paulesu et al., 2000)
Reading, discriminating, syllable counting, rhyming task with words (8)
(Booth et al., 2002; Buchanan et al., 2000; Heim and Friederici, 2003;
Scott et al., 2003; Zatorre et al., 1996)
Working memory on letters (7)
(Bunge et al., 2001; Cohen et al., 1997; Hautzel et al., 2002; Paulesu et al.,
1993; Rypma et al., 1999)
Human selective voice area (2)
(Belin et al., 2000, 2002)

Discriminating, syllable counting, word rhyming (14)
(Booth et al., 2002; Heim and Friederici, 2003; Poldrack et al.,
1999; Price et al., 1997; Roskies et al., 2001; Zatorre et al., 1996)
Working memory on letters (8)
(Bunge et al., 2001; Cohen et al., 1997; Hautzel et al., 2002;
Paulesu et al., 1993; Rypma et al., 1999)

The number of contrast that elicited activation peaks was 61 in the frontal lobe and 58 in the temporal and parietal lobes.

between laboratories over the world in the way subjects are
transferred in the common space (Brett et al., 2002; Chau and
McIntosh, 2005), which may bias the comparison of coordinates. A
first source of discrepancy is the use of different spatial normalization algorithms. However, it has been previously demonstrated that
this source has a moderate impact on the resulting inter-subject
functional maps and results in the reported activation peak

coordinates (Crivello et al., 2002). The second and major source
of discrepancy arises from the nature of the brain template used for
the spatial normalization procedure. Reference brains indeed may
not be exactly of the same size, and it is therefore crucial to correct
for these size differences if one wishes to compare activation peaks
issued from studies using different templates. Fortunately, two
templates only are most widely used in the neuroimaging

Table 2
List of the 67 studies including the 111 contrasts that investigated semantic processing filed into the meta-analysis, with a short description of the paradigms
Frontal type of contrast (number of contrasts)

Temporal and parietal type of contrast (number of contrasts)

Reading words (6)
(Cohen et al., 2002; Hagoort et al., 1999; Herbster et al., 1997; Heun et
al., 2000; Price et al., 1996b)

Reading, listening to words (27)
(Binder et al., 1996; Binder et al., 2000; Bookheimer et al., 1995; Büchel
et al., 1998; Cohen et al., 2002; Démonet et al., 1994; Fiez et al., 1999;
Giraud et al., 2000; Hagoort et al., 1999; Herbster et al., 1997;
Howard et al., 1992; Menard et al., 1996; Moore and Price, 1999;
Price et al., 1996b; Price et al., 1996c; Small et al., 1996; Specht and
Reul, 2003; Wise et al., 2001)
Categorization (18)
(Binder et al., 1996; Binder et al., 2003; Binder et al., 1999; Bright et al.,
2004; Cappa et al., 1998; Chee et al., 1998; Fiebach et al., 2002; Grossman
et al., 2002; Heim et al., 2002; Hugdahl et al., 2003; Jennings et al., 1998;
Perani et al., 1999; Price et al., 1997; Scott et al., 2003)
Semantic association, word generation (31)
(Adams and Janata, 2002; Booth et al., 2002; Buckner et al., 2000; Chee
et al., 2000; Crosson et al., 1999; Damasio et al., 2001; Davis et al.,
2004; Etard et al., 1999; Fiez et al., 1996; Kosslyn et al., 1994; Martin
et al., 1995; McDermott et al., 2003; Noppeney and Price, 2004; Roskies
et al., 2001; Vandenberghe et al., 1996; Vingerhoets et al., 2003;
Warburton et al., 1996; Wise et al., 2001)
Semantic retrieval (10)
(Heun et al., 2000; James and Gauthier, 2004; Sevostianov et al., 2002;
Thompson-Schill et al., 1999; Wiggs et al., 1999)
Selection (2)
(Thompson-Schill et al., 1997)
Semantic priming (3)
(Kotz et al., 2002; Wagner et al., 2000)

Categorization (17)
(Binder et al., 1996; Binder et al., 2003; Braver and Bongiolatti, 2002;
Bright et al., 2004; Buchanan et al., 2000; Heim et al., 2002; Jennings et
al., 1998; Noesselt et al., 2003; Perani et al., 1999; Poldrack et al., 1999;
Scott et al., 2003)
Semantic association, word generation (17)
(Adams and Janata, 2002; Booth et al., 2002; Damasio et al., 2001; Gurd
et al., 2002; Kotz et al., 2002; Martin et al., 1996; McDermott et al.,
2003; Noppeney and Price, 2004; Roskies et al., 2001; Savage et al.,
2001; Vandenberghe et al., 1996; Vingerhoets et al., 2003; Warburton et
al., 1996)
Semantic retrieval (11)
(Heun et al., 2000; James and Gauthier, 2004; Kelley et al., 2002;
Ronnberg et al., 2004; Thompson-Schill et al., 1999; Wiggs et al., 1999)
Selection (9)
(Thompson-Schill et al., 1997; Wagner et al., 2001)
Semantic priming (1)
(Wagner et al., 2000)

The number of contrast that elicited activation peaks was 61 in the frontal lobe and 91 in the temporal and parietal lobes.
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Table 3
List of the 36 studies including the 65 contrasts that investigated sentence processing filed into the meta-analysis, with a short description of the paradigms
Frontal type of contrast (number of contrasts)

Temporal and parietal type of contrast (number of contrasts)

Sentence or text comprehension: passive listening or reading (3)
(Meyer et al., 2004; Vingerhoets et al., 2003); working memory (1)
(Hashimoto and Sakai, 2002); attention (2) (Homae et al., 2002, 2003);
sentence completion (3) (Kircher et al., 2001; Nathaniel-James and Frith,
2002); plausibility judgment (3)(Baumgaertner et al., 2002; Bottini et al.,
1994; Kuperberg et al., 2000); emotional judgment (1) (Kotz et al., 2003)

Sentence or text comprehension: passive listening or reading (13)
Crinion et al., 2003; Fletcher et al., 1995; Goel et al., 1998, 2000;
Kansaku et al., 2000; Meyer et al., 2004; Scott et al., 2000; Vingerhoets
et al., 2003); attention (5) (Homae et al., 2002; Homae et al., 2003;
von Kriegstein et al., 2003); sentence completion (3) (Kircher et al.,
2001); plausibility judgment (7) (Baumgaertner et al., 2002; Bottini et al.,
1994; Kuperberg et al., 2000; Zysset et al., 2002); mental imagery (2)
(Just et al., 2004); comprehension (3) (Ferstl and von Cramon, 2002;
Maguire and Frith, 2004; Vogeley et al., 2001)
Syntactic processing (14)
(Ben Shachar et al., 2004; Constable et al., 2004; Cooke et al., 2002;
Embick et al., 2000; Gandour et al., 2003; Luke et al., 2002; Stowe et al.,
1998; Waters et al., 2003)

Syntactic processing (19)
(Ben Shachar et al., 2004; Caplan, 2001; Caplan et al., 1999; Constable
et al., 2004; Cooke et al., 2002; Dapretto and Bookheimer, 1999; Embick
et al., 2000; Luke et al., 2002; Stowe et al., 1998; Stromswold et al.,
1996; Waters et al., 2003)

The number of contrast that elicited activation peaks was 32 in the frontal lobe and 47 in the temporal and parietal lobes.

community: the Talairach stereotactic atlas (Talairach and
Tournoux, 1988) and the MNI (Montreal Neurological Institute)
atlas. To benefit from the MNI single-subject parcellation we
developed (Tzourio-Mazoyer et al., 2002), we choose this last
template as our working space. Therefore, we applied a correction
to transform all the activation peak coordinates in Talairach
reference space into MNI reference space (see http://www.mrccbu.cam.ac.uk/Imaging/Common/mnispace.shtml for a detailed
description of the transformation used). Activation peak coordinates found in studies performed with the SPM software prior to
SPM96, with AFNI or with LIPSIA and specifying that the
coordinates were reported in the Talairach space were transformed
to the MNI space. Studies done with SPM96 or later versions
were considered as using MNI template and therefore did not
require any transformation.
After taking into account their procedure for normalization, we
checked using a macroscopic parcellation of the MNI single-subject
reference brain that the peaks were located in the middle or inferior
frontal gyri, the superior, middle, or inferior temporal gyri, or the
inferior parietal gyrus of the left hemisphere (Tzourio-Mazoyer et
al., 2002) (Fig. 1, top). Those that did not intersect these anatomical
regions of interest were excluded from the meta-analysis.
Peak clustering
For each language-component class, we then selected the
corresponding set of peaks in the left temporal, inferior parietal,
middle and inferior frontal gyri, or insula of the frontal lobe.
Each set of peaks was segregated into a number of spatially
distinct clusters, using a hierarchical classification algorithm that
minimized the spatial extent of each cluster while maximizing the
Euclidian peak-to-peak distance between clusters [no less than 7
mm in the x, y, and z directions; for details of the method, see
Jobard et al. (2003)]. The result of the procedure provides mean
coordinates for each cluster in the MNI space and the standard
deviation calculated as the square root of the mean of squared
Euclidian distances to the center of mass.
Because the clustering process was performed for each
component independently, we further checked whether pairs of
clusters belonging to different language-component networks were
spatially distinct or not by testing two by two the significance of
their mean Euclidian distance with paired t tests.

Results
The clustering process for each language component led to the
segregation of three to five clusters in the left frontal lobe and
five to seven in the left temporal and parietal areas (Fig. 1,
bottom). Cluster standard deviations ranged from 8 to 19.5 mm
(Table 4). While similar numbers of frontal and temporal peaks
were found for phonological contrasts (frontal: 125, temporal:
122, see Table 4), a larger number of temporal peaks were noted
for semantic (frontal: 145, temporal: 177) and sentence processing contrasts (frontal: 59, temporal: 102). For each of the 30
clusters tables giving the reference of the articles, a description of
the contrasts investigated as well as the peaks coordinates (after
transformation in the MNI space if necessary) is available as
supplementary material.
Five frontal and six temporal clusters were identified for
phonology (Table 4, Fig. 2). Frontal clusters were located in a
caudal position, aligned vertically and somewhat following gyral
anatomy with their center of mass located at the level of the upper
Rolandic sulcus (RolS), lower precentral gyrus (Prec), dorsal part of
the pars triangularis of the inferior frontal gyrus (F3td), Rolandic
operculum (RolOp), and at the junction between the orbital part of
F3 and the middle frontal gyrus (F3orb/F2). Four of the six temporal
clusters were segregated along the superior temporal sulcus, from
the most anterior part of T1 (T1a), through the planum temporale
(PT), the middle part of T1 (T1), and up to the supramarginalis
gyrus (SMG). The two other phonological temporal clusters were
located in the vicinity of the middle temporal sulcus (T2m, T3p).
Peaks corresponding to semantic contrasts were segregated into
four frontal and seven temporal clusters (Table 4, Fig. 3). The four
semantic frontal clusters, again aligned vertically, covered the
inferior frontal gyrus from its upper part at the junction with the
precentral gyrus (PrF3op), through the dorsal part of the pars
opercularis (F3opd) and ventral part of its pars triangularis (F3tv),
down to its pars orbitaris (F3orb). Their center of mass was located
in a significantly different position than their phonological counterparts (Table 5). The seven semantic temporal clusters overlapped
the middle and inferior temporal gyri, two of them significantly
overlapping the T1a and T3p phonological clusters. The five other
semantic temporal and parietal clusters were at distance from
phonological clusters: the most rostral was located at the level of the
temporal pole (Pole), the most caudal in the angular gyrus (AG),
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Looking at the spatial distribution of the peaks issued from reports
dealing with syntactic processing, they appear to be located in the
dorsal part of the clusters. In the temporal lobe, three clusters
overlapped with semantic ones (Pole, T1a, and T2ml), while two
others were distant from both phonological and semantic clusters,
one at the level of the posterior part of the superior temporal sulcus
(STSp), the other in the posterior part of the middle temporal gyrus
(T2p). No particular spatial distribution of the peaks issued from
studies of syntax was noted in the temporal lobe.
In summary, clustering of left frontal and temporal activation
foci reported in 129 literature reports dealing with the neuroimaging
of language reveals distinct, albeit partially overlapping, networks
for phonology, semantics, and sentence processing. Language
component networks appear to grossly follow the lobe gyral
architectures, with phonological clusters located in a more caudal
and dorsal position in the frontal and temporal lobes, respectively.
The T1a area appears to be common to all three language
components, while the Pole and T2ml are common to semantic
and sentence’s clusters and T3p to semantic and phonology clusters.
In the frontal lobe, only semantic and syntactic clusters overlapped
in the F3opd and F3tv clusters.

Discussion
Methodological issues

Fig. 1. Overview of the meta-analysis. Top: sagittal projection map of the
730 activation peaks. Each activation peak is color-coded according to its
contrast category: phonology (blue), semantic (red), and syntax (green).
Bottom: clusters identified for phonological (blue), semantic (red), and
syntactic (green) processing and obtained from the spatial clustering of the
peaks. Clusters of different components that were not spatially distinct are
circled (yellow). Error bars correspond to twice the standard error on the y
and z stereotactic coordinates. The left hemisphere lateral surface rendering
of the MNI single-subject brain template, together with the corresponding
stereotactic grid, is displayed for anatomical reference. RolS, Rolandic
sulcus; RolOp, Rolandic operculum; F3t, pars triangularis of the left inferior
frontal gyrus; F3op, pars opercularis of the left inferior frontal gyrus; F3orb,
pars orbitaris of the left inferior frontal gyrus; SMG, supramarginalis gyrus;
PT, planum temporale; T1, superior temporal gyrus; T2, middle temporal
gyrus; T3, inferior temporal gyrus; Prec, precentral gyrus; F2, middle
frontal gyrus; PrF3op, precentral gyrus/F3op junction; STS, superior
temporal sulcus; AG, angular gyrus; Fusa: anterior fusiform gyrus; a,
anterior; p, posterior; l, lateral; m, middle; d, dorsal; v, ventral.

and the last three were found at the level of the anterior fusiform
gyrus (Fusa), the posterior part of the superior temporal gyrus
(T1p), and the lateral and middle part of T2 (T2ml).
Finally, we identified three frontal and five temporal clusters
devoted to sentence processing (Table 4, Fig. 4). In the frontal lobe,
F3opd and F3tv were close to or overlapped with semantic clusters
(Table 5), whereas the third cluster was at distance from both
phonological and semantic clusters, its center of mass being
located in the dorsal part of the middle frontal gyrus (F2p).

The first point that has to be discussed concerns the
consequences of the methodological constraints applied on the
studies selection. It must be underlined that the restriction we
applied prevented us to include some studies that provide key
elements in the comprehension of language networks. This pitfall
is inherent to any meta-analysis, and we tried to overcome this
limitation by integrating such articles within the discussion.
The second point is related to the large-grained resolution in
terms of language components and levels of processing. The
approach that was here chosen, namely to work at a good cortical
resolution without any a priori, required operating on a large
number of studies per category and thus decreased the final
resolution in terms of paradigms. In a second step, however, the
discussion on the functional role of each identified cluster relied on
a finer-grained analysis of the tasks that contributed to it.
The third point concerns inherent limitations related to the low
spatial resolution of the present methodology. First, there is the fact
that, although we attempted to correct for the different templates
used in the set of studies, the correction applied is not perfect and
leads to larger variability than occurs in the intra-group studies
(Brett et al., 2002; Chau and McIntosh, 2005). Second is the fact
that the 7-mm limit we set for the spatial clustering procedure
prevents detection of clusters of lower resolution in the intracomponent analysis as well as in the inter-component analysis.
The following discussion concerning the language organization
thus takes into account these methodological limitations, particularly when clusters from different language components cannot be
distinguished in terms of spatial localization. Although the cortical
areas containing overlapping components from different clusters
may include different functional fields that could be segregated
using a more refined intra-group analysis, they can be considered as
the seat of close interactions between these language components.
Given these reservations, one should consider that, although the
resolution of the present meta-analysis is low in terms of
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Table 4
Center of mass of the clusters identified for each of the linguistic components of language processing in both left frontal and left temporal lobes
Phonological
Frontal

RolS (21)
Prec (36)
F3td (38)
RolOp (18)
F3orb/F2 (12)
Total peaks
(125)
Temporal and parietal SMG (10)
T1 (35)
PT (23)
T1a (27)
T3p (17)
T2m (10)

Total peaks

(122)

x

y

z

SD
Semantic
(x, y, z)

47
48
44
48
33

6
2
23
8
37

44
26
15
3
6

10.7
9.6
11.6
14.2
19.0

42
50
60
56
50
51

52
38
27
12
60
35

37
12
9
3
7
11

16.4
12.4
8.4
14.7
14.5
12.5

x

y

z

SD
Sentence
(x, y, z)

PrF3op (27)
F3opd (41)
F3tv (38)
F3orb (39)

42
44
43
37

4
21
20
31

36
24
4
9

(145)
AG (27)
T1p (15)

45
55

68
48

26 14.1
15 12.1

56
46
59
38
41

13
55
37
35
3

5
7
1
13
24

T1a (30)
T3p (38)
T2ml (21)
Fusa (30)
Pole (16)
(177)

11.4
11.1
16.0
14.0

F2p (14)
F3opd (15)
F3tv (30)

x

y

z

SD
(x, y, z)

37
49
44

10
16
26

48 12.3
24 11.2
2 14.9

STSp (27)

50

54

22 11.6

T1a (16)
T2p (16)
T2ml (25)

57
40
57

13
63
40

8 10.9
5 15.1
2 12.0

Pole (18)
(102)

47

6

24 15.7

(59)

11.6
11.1
8.0
13.6
19.5

Clusters are characterized by their abbreviated anatomical label and their center of mass stereotactic coordinates (x, y, z, in mm) and standard deviation (SD
calculated as the square root of the mean of squared Euclidian distances to the center of mass). Each cluster gathers a number of activation peaks of component
specific contrasts (shown in parentheses). RolS, RolOp: Rolandic sulcus, Rolandic operculum, respectively; F3t, F3op, and F3orb: pars triangularis,
opercularis, and orbitaris of the left inferior frontal gyrus, respectively; SMG: supramarginalis gyrus; PT: planum temporale; T1, T2, and T3: superior, middle,
and inferior temporal gyrus, respectively; Prec: precentral gyrus; F2: middle frontal gyrus; PrF3op: precentral gyrus/F3op junction; STS: superior temporal
sulcus; AG: angular gyrus; Fusa: anterior fusiform gyrus; a, p, l, m, d, v: anterior, posterior, lateral, middle, dorsal, ventral, respectively.

identification of functional fields, it is the first that provides wholebrain results that are under the gyral level.
Phonological networks
The present meta-analysis reveals that all frontal phonological
areas except one (F3td) were located in the posterior part of the
frontal lobe distributed along the precentral gyrus. In the temporal
lobe, the 122 peaks were aggregated in clusters located along the
superior temporal gyrus and the supramarginal gyrus. We propose
that these areas are organized into two neural components
dedicated to speech sound perception and production: a frontotemporal auditory – motor network and a fronto-parietal loop for
phonological working memory. In addition, a set of modalitydependent temporal clusters overlapping with semantic clusters
was identified, suggesting the existence of crossroad areas linking
semantic and phonological processes.
Auditory – motor speech coordination network
Three frontal areas involved in phonological processing seem
to be concerned with sensory – motor control, including an upper
motor area for mouth motion control, a lower premotor area in
the precentral gyrus that is dedicated to pharynx and tongue finemovement coordination, and a sensory – motor integration region
in the Rolandic operculum (Table 4, Fig. 2, bottom).
The cluster straddling the upper part of the RolS closely
matches the mouth primary motor area, as identified by a
previous meta-analysis (Fox et al., 2001). The contrasts that
correspond to this cluster included covert and overt articulation of
phonemes (Bookheimer et al., 2000), syllables (Wildgruber et al.,
2001), letters (Jessen et al., 1999), and pseudo-words (Riecker et
al., 2000), as well as word repetition (Price et al., 1996c), and
silent rehearsal of letters during working-memory tasks (Cohen et
al., 1997; Rypma et al., 1999). This area shows an asymmetry
favoring left hemisphere activity, attesting to its specialization for
language, and is correlated with syllable rate production (Fox et

al., 2000). The fact that the leftward asymmetry decreases as the
frequency of syllable production increases (Wildgruber et al.,
2001) indicates a contribution to low-level aspects of speech
motor control. Not only the production but also auditory
discrimination of syllables (Hickok and Poeppel, 2004) activates
this motor area, showing that the perception of syllables is
achieved through the simulation of the motor activity necessary to
produce the corresponding syllable. This hypothesis is confirmed
both by a recent report showing that listening to syllables
activates motor areas at the same location as RolS, which was
shown to be involved during speech production in the same
subjects (Wilson et al., 2004). It is also strengthened by the
evidence of activation of articulation muscles during speech
listening (Fadiga et al., 2002), resulting from a transcranial
magnetic stimulation study.
The lower precentral cluster (Prec) gathers peaks that show
greater activity during phonological than semantic tasks, such as
reading pseudo-words versus reading words (Herbster et al.,
1997), detecting pseudo-words versus detecting words (Kotz et
al., 2002), detecting rhymes versus detecting synonyms (Roskies
et al., 2001), phonetic monitoring versus word and pseudo-word
listening (Zatorre et al., 1992), and syllable counting versus word
categorization (Poldrack et al., 1999). Because tongue (Riecker et
al., 2000) and complex oro-laryngeal movements (Braun et al.,
1997) also recruit this area, its involvement in phonology
probably reflects the silent rehearsal component that is common
to all of these tasks, as well as working-memory tasks (Bunge et
al., 2001; Cohen et al., 1997; Hautzel et al., 2002; Paulesu et al.,
1993; Rypma et al., 1999).
The area that encompasses the Rolandic operculum and the
postcentral gyrus of the insula (RolOp) is activated by overt or covert
syllable articulation (Heim et al., 2002), pseudo-word articulation
(Herbster et al., 1997; Warburton et al., 1996), or word repetition
(Price et al., 1996a). A role in sensory – motor adjustments during
speech articulation must be evoked for this area as it includes regions
that are related to sensory integration. However, in contrast to the
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auditory selective attention task (Hugdahl et al., 2003). Its anatomofunctional leftward hemispheric specialization is expressed by the
fact that the PT exhibits a larger surface area in the left hemisphere
(Geschwind and Levitsky, 1968) and shows a larger functional
involvement during right-ear presentation than during dichotic
presentation of syllables (Jancke and Shah, 2002).
In most cases, left PT activation is observed during auditory
stimulus presentation, but tasks based on visually presented letter
assembly can also elicit PT activation (Jessen et al., 1999;
Paulesu et al., 2000; Rypma et al., 1999). Participation of a
unimodal associative auditory area in the absence of an auditory
stimulus was confirmed by Hickok et al., who reported coactivation of the PT and the posterior superior temporal gyrus in
the temporal lobe during both speech listening and covert speech
production (Buchsbaum et al., 2001; Hickok et al., 2003; Okada
et al., 2003), together with the motor regions, i.e., the inferior

Fig. 2. Phonological clusters. Top: sagittal projection map of the 247
activation peaks issued from studies on phonological processing (blue);
clusters are segregated by the algorithm for spatial classification and their
standard error on the y and z axes (yellow). Bottom: illustration of the
audio – motor loop that includes motor and premotor clusters along the
precentral sulcus in the frontal lobe and auditory unimodal PT and T1
clusters in the temporal lobe (see Fig. 1 for legend).

mouth area, activity asymmetry in this region depends on the nature
of the material: leftward asymmetry is observed during silent
recitation of the month of the year, and rightward asymmetry during
silent singing (Wildgruber et al., 1996).
Standard anatomical descriptions of white-matter bundles
(Dejerine, 1980; Nieuwenhuys et al., 1988), as well as recent tensor
diffusion imaging (Parker et al., 2005), show that the arcuate
fasciculus (also called the superior longitudinal fasciculus) connects
the precentral and pars opercularis areas of the inferior frontal gyrus
to the posterior part of the superior temporal gyrus, including the
planum temporale (PT) and the lateral part of the superior temporal
gyrus. PT involvement in syllable perception and voice onset time
(VOT) processing, as assessed with intra-cerebral recordings
(Liégeois-Chauvel et al., 1999), was demonstrated with fMRI by
Jancke et al. (2002). This was confirmed by Joanisse and Gati who
reported PT enrollment in consonant and tone sweep, both of which
require the processing of rapid temporal characteristics of auditory
signals (Joanisse and Gati, 2003). PT phonological specialization
relative to semantic processing is also supported by reports of higher
activity in this area during pseudo-word than in word detection in an

Fig. 3. Semantic clusters. Top: sagittal projection map of the 322 activation
peaks derived from studies on semantic processing (red); clusters are
segregated by the algorithm for spatial classification and their standard error
on the y and z axes (yellow). Bottom: semantic networks include a dorsal
and a ventral component in the temporal lobe. The ventral component is
dedicated to visual material and includes T3p at the interface between
phonological and semantic processes for audio – visual processing (yellow).
The dorsal component is dedicated to auditory material and includes the
voice area (yellow) at the interface between phonological and semantic
processing. In the frontal lobe, the semantic areas are located in the anterior
part of the inferior frontal gyrus (see Fig. 1 legend for abbreviations).
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Table 5
Statistical comparison of the Euclidian distance between clusters of
different language components

Frontal

Temporal
and parietal

Cluster 1

Cluster 2

Euclidian
D (mm)

SD
(mm)

P
(t test)

F3td phono
F3td phono
F3td phono
F3td phono
F3tv sem
F3opd sem
PrF3op sem
PrF3op sem
F2p sen
Pole sem
T1p phono
T1p phono
T1p sem
STSp sen
T2m pho
T2ml sen
T2p sen
T2p sen
T3p phono
T1a phono
T1a sem
T1a sen

F3opd sem
F3opd sen
F3tv sem
F3tv sen
F3tv sen
F3opd sen
F2p sen
RolS phono
RolS phono
Pole sen
T1p sem
T1p sen
STSp sen
AG sem
Fusa sem
T2ml sem
T3p phono
T3p sem
T3p sem
T1a sem
T1a sen
T1a phono

10
12
11.4
13
6
7
14
14
20
7
12
19
11
15
13
4
16
15
6
2
4
6

2.56
3.50
3.20
3.22
3.80
3.35
3.87
3.24
3.92
6.04
4.09
3.48
3.86
3.61
4.89
3.02
3.09
4.20
3.53
3.48
3.49
4.13

<0.001
<0.001
<0.001
<0.001
0.10
0.05
<0.001
<0.001
<0.001
0.30
<0.01
<0.001
<0.01
<0.001
<0.05
0.20
<0.01
<0.001
0.10
0.60
0.30
0.20
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semantic or phonological processes. The results led these authors to
propose a segregation of F3 into two functional areas: the posterior
and dorsal part (pars opercularis, F3op), involved in phonological
processing, and the anterior and ventral part (pars triangularis F3t and
orbitaris F3orb), involved in semantic processing.
There is no doubt, however, that the dorsal cluster of the F3t
(F3td) mainly contains peaks that have higher activity during
phonological processing than during semantic processing; for
example, counting the number of syllables in a word versus
abstract/concrete categorization (Poldrack et al., 1999), pseudo-word
repetition versus verb generation (Warburton et al., 1996), word
articulation versus word reading (McGuire et al., 1996), non-word

Paired t tests were used to assess the significance of the Euclidian distance
between the pairs of clusters.
sem: semantics, sen: sentence processing; phono: phonology RolS, RolOp:
Rolandic sulcus, Rolandic operculum, respectively; F3t, F3op, and F3orb:
pars triangularis, opercularis, and orbitaris of the left inferior frontal gyrus,
respectively; SMG: supramarginalis gyrus; PT: planum temporale; T1, T2,
and T3: superior, middle, and inferior temporal gyrus, respectively; Pr:
precentral gyrus; F2: middle frontal gyrus; PrF3op: precentral gyrus/F3op
junction; STS: superior temporal sulcus; AG: angular gyrus; Fusa: anterior
fusiform gyrus; a, p, l, m, d, v: anterior, posterior, lateral, middle, dorsal,
ventral, respectively.

precentral gyrus and the frontal operculum in the frontal lobe.
The perception – action cycle that is supported by these frontotemporal areas connected through the arcuate fasciculus fibers
(Fig. 2, bottom) permits the implementation of a motor-soundbased, rather than pure-sound-based, phoneme representation
(Hickok and Poeppel, 2004). In such a model, articulatory
gestures are the primary and common objects on which both
speech production and speech perception develop and act, in
agreement with Liberman’s motor theory of speech (Liberman
and Whalen, 2000).
Phonological working-memory loop
One of the issues investigated by neuroimaging concerns the
relationships between phonological and semantic processing in the
left frontal lobe. As a matter of fact, lesion studies have not clearly
resolved whether the analysis of language sounds and the processing
of language meaning are segregated or not in the left F3. Recent
investigations on this topic have produced contradictory results. In
this line, an intriguing finding of this meta-analysis is the specific
involvement of the dorsal part of the pars triangularis of the inferior
frontal gyrus (F3td) in phonology, whereas this area was considered,
until recently, to be a semantic area (Poldrack et al., 1999). As a matter
of fact, in a landmark study, Poldrack et al. (1999) carried out a metaanalysis of activation peaks, comparing tasks that called for either

Fig. 4. Sentence (and text) clusters. Top: sagittal projection map of the 161
activation peaks derived from studies on sentence (green) and syntactic
(light green) processing; clusters are segregated by the algorithm for spatial
classification and their standard error on the y and z axes (yellow). Note
that in the frontal lobe the peaks issued from studies investigating syntax
are located more dorsally. In the temporal lobe, the spatial distribution of
sentence and syntax peak is not different. Bottom: four of the sentence
clusters are in close relationship with semantic ones, and clusters involved
in both language components are circled (yellow). Four sentence clusters
were in a significantly different position from semantic ones: one in the
posterior part of the middle frontal gyrus (F2p), one in the dorsal part of
upper part of the pars opercularis (F3opd), one in the posterior ending of the
superior temporal gyrus (STSp), and the last in the posterior part of the
middle temporal gyrus that is very likely activated by the mental-imagery
component of sentence processing (T2p).
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working-memory tasks based on letters (Cohen et al., 1997). Both
regions, connected by both the arcuate fasciculus (Catani et al.,
2005) and short connections (Duffau et al., 2003), constitute the
neural basis of a perception – action cycle (Fuster, 1998, 2003) for
phonological working memory (Fig. 5).
Semantic neural architecture

Fig. 5. Working-memory loops. The working-memory loop for phonological material connects higher-order areas that correspond to the F3td in the
frontal lobe and SMG in the parietal lobe (blue). The working-memory loop
for semantics includes a frontal area at the junction of the precentral gyrus
and opercular part of the inferior frontal gyrus (PrF3op) and, in the parietal
lobe, the angular gyrus (AG, red). The working-memory network for
sentence and text comprehension includes the posterior part of the middle
frontal gyrus (F2p) and the posterior part of the superior temporal sulcus
(STSp, green).

versus word reading (Paulesu et al., 2000), reading consonant strings
versus reading words (Jessen et al., 1999), and phonetic discrimination versus word listening (Zatorre et al., 1996). Unlike the Rolandic
and precentral clusters, this area does not include activation peaks
that are related to tongue or mouth movement. Instead, it exhibits a
high proportion of peaks that are related to explicit working-memory
tasks (Bunge et al., 2001; Cohen et al., 1997; Hautzel et al., 2002;
Jonides et al., 1998; Rypma et al., 1999) during which subjects are
required to keep in mind lists of letters or numbers through a short
delay. Such tasks require the subject to mentally rehearse the list
during the delay in what was defined by Baddeley as the
phonological loop (Baddeley, 1992). Furthermore, the more anterior
location of the frontal component of working-memory phonological
processing, compared to auditory– motor language sound representation, is coherent with the postero-anterior frontal lobe hierarchical
organization from motor to executive functions (Fuster, 1998).
Assigning a role in phonological working memory to F3td
would be consistent with reports of its recruitment during tasks that
rely heavily on this process, such as counting the syllables of a
pseudo-word (Poldrack et al., 1999), repetition of a word (Price et
al., 1996c) or pseudo-word (Warburton et al., 1996), or syllable
identification in the presence of a low signal-to-noise ratio
(Sekiyama et al., 2003). Moreover, five contrasts involving
phonological working-memory tasks resulted in co-activation of
peaks located in both F3td and supramarginalis gyrus (SMG)
(Hautzel et al., 2002; Jonides et al., 1998; Rypma et al., 1999). Our
meta-analysis confirms that the SMG is activated by workingmemory tasks but not by rhyming tasks. It might therefore be
considered as the phonological store area—part of the phonological loop postulated by Baddeley (1992) and initially demonstrated
with functional imaging by Paulesu et al. (1993). Additional
support for this model has been provided by Cohen, who showed a
load effect (an increase in activity correlated with the amount of
material to keep in mind) on F3td and SMG co-activation during

Semantic frontal areas
The meta-analysis shows that distinct phonological and
semantic networks do exist in the frontal lobe and that the
phonological areas are located caudally to semantic ones, along
the precentral gyrus. The opercular part of F3 (F3op) appears to
host semantic areas, while sub-parts of the F3t area are
differentially recruited: the dorsal part by the working-memory
component of phonology and the ventral part by semantic
processing (Fig. 1, bottom, and Fig. 6). These observations led
to the proposal of a functional parcellation of F3 slightly different
from the F3op/F3t segregation proposed by Poldrack et al. (1999)
for phonological and semantic processing.
As a matter of fact, the allocation of a phonological role to F3op
had been questioned by Wagner et al. (2001), who showed that it
was responsible for recovery of meaning and selection in semantic

Fig. 6. Phonological, semantic, and sentence clusters in the left inferior
frontal gyrus. Illustration of the spatial segregation of the semantic and
sentence clusters located in the dorsal area of upper part of the pars
opercularis (F3opd). Note that syntax peaks (light green) are in high
proportion in the sentence cluster that is more dorsal (top horizontal row).
Illustration of the phonological and semantic segregation in the inferior
frontal gyrus: semantic clusters are located within the ventral part of the
pars triangularis (F3tv) and opercularis (F3opd) and are significantly
different from the phonological cluster F3td in terms of Euclidian distance
(right vertical column).
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knowledge (defined in a first study by Thompson-Schill (Thompson-Schill et al., 1997; Wagner et al., 2001)). Bookheimer in her
review also underlined these apparently contradictory results
(Bookheimer, 2002). The present results reconcile these discordant
views: if semantic areas are indeed anterior to phonological ones,
phonological areas are spread along the precentral gyrus rather than
in the opercular part of F3.
The PrF3op cluster indeed aggregates peaks of sets of contrasts
dealing with controlled semantic retrieval (Thompson-Schill et al.,
1997; Wagner et al., 2001; Wiggs et al., 1999); it is the seat of
semantic priming (Wagner et al., 2000) and part of the supramodal
network identified by Vandenberghe et al. (1996) for word and
picture semantic processing. Note that this area is more activated
by semantic than phonological processing in the Poldrack et al.
(1999) study conducted on semantic and phonological areas in the
left F3.
The second frontal area dedicated to semantic processing was
located in the orbital part of F3 (F3orb), a region that Demb et al.
have proposed to be involved in the online retrieval of semantic
information (Demb et al., 1995). This hypothesis is confirmed here
since the F3orb is recruited during semantic retrieval in both oral
and sign language (Ronnberg et al., 2004) and is more activated
during semantic than episodic retrieval (Wiggs et al., 1999). Such a
role would also explain its involvement during categorization
(Adams and Janata, 2002; Binder et al., 2003; Braver and
Bongiolatti, 2002; Bright et al., 2004; Buchanan et al., 2000;
Jennings et al., 1998; Noesselt et al., 2003; Noppeney and Price,
2004; Perani et al., 1999; Poldrack et al., 1999), association (Booth
et al., 2002; Damasio et al., 2001), and word generation (Gurd et
al., 2002; Martin et al., 1995) tasks. Notably, a study demonstrated
that the co-activation of F3orb and PrF3op areas was modulated by
the degree of control that is required during semantic retrieval
(Wagner et al., 2001).
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The two clusters that overlapped syntactic clusters (F3opd and
F3tv) will be discussed in the section on sentence processing.
Semantic temporal areas
No fewer than seven semantic clusters were identified in the left
temporal lobe (Fig. 3), organized along two routes: one dorsal and
one ventral. Interestingly, only three of these clusters (T1p, Fusa, and
AG) aggregated peaks from semantic tasks only; the others were colocated with clusters aggregating peaks issued from phonological
(T1a, T3p) or syntactical (T2ml, Pole) tasks (Fig. 4). Analysis of the
semantic contrasts that elicit activation peaks in the temporal lobe
reveals a clear functional organization, including a modality-specific
verbal area (T1p), a modality-independent verbal area (T2ml), and
amodal conceptual areas (AG, Fusa).
The T1p cluster was activated by semantic contrasts based on
written words, such as reading words versus pseudo-words or
pseudo-fonts (Fiebach et al., 2002; Fiez et al., 1999; Howard et al.,
1992; Moore and Price, 1999; Small et al., 1996), and categorization of written words (Chee et al., 2000; Grossman et al., 2002;
Heim et al., 2002; Jennings et al., 1998; Perani et al., 1999). On the
basis of its location, we propose that the T1p area processes the
letters and graphemes converted into syllable sounds and maintained in working memory by means of the phonological networks
that operate during reading; this processing makes them accessible
in a verbal amodal format for further syntactic (in T1p) or
conceptual (in AG) processing (Fig. 7). This hypothesis could be
further investigated by analyzing, with modern neuro-anatomical
techniques, the location of lesions in patients with alexia.
The AG cluster aggregated high-order contrasts bearing on both
visual and auditory words and pictures (9 visual words, 7 auditory
words, 11 pictures of objects or scenes) and can be considered as
involved in conceptual knowledge. This multimodal region,
composed of a high-order heteromodal association cortex, can be

Fig. 7. Integration of verbal material along the superior temporal gyrus. An antero-posterior flux of processing starts by a phonological analysis in the planum temporal
(PT) and the superior temporal gyrus (T1); then the stimulus is processed in the semantic area dedicated to auditory processing (T1p) to be converted in an amodal
format; it enters into syntactic analysis in the posterior part of the superior temporal sulcus (STSp), and then conceptual analysis is performed within the angular gyrus
(AG). A second route goes from phonological areas towards the voice area (T1a) and the temporal pole (Pole), allowing access to the limbic regions for emotional and
memory processing. The voice area is the only region in which phonological, semantic, and sentence processing clusters can be found in close spatial proximity (left).
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seen as the transmodal gateway that coordinates reciprocal
interactions between the sensory representation of words or objects
and the symbolic association that gives them meaning, a definition
proposed by Mesulam for Wernicke’s area (Mesulam, 2000). Presurgical cortical mapping confirmed the integrative semantic role
of this region: electrical interference at the level of the posterior
part of the left superior and middle temporal gyri resulted in the
transient emergence of a transcortical sensory aphasia. Notably,
these symptoms resembled those of Wernicke’s aphasia, in that
there was no impairment in the phonological decoding of syllables
(Boatman et al., 2000). Recent lesion studies converge on the same
conclusion: impairment of this multimodal integration area results
in the appearance of marked semantic problems without alteration
of phonological performance (Hart and Gordon, 1990). Furthermore, aphasic individuals with posterior superior temporal sulcus
(STS) lesions present the same deficits in the verbal and non-verbal
realms: they have difficulties associating both an image and a
sound with a sentence. For example, they find it equally difficult to
associate the image of a cow with the sentence ‘‘the cow moos’’ as
with a mooing sound (Saygin et al., 2003).
The Fusa area is involved in word reading as compared to
pseudo-word, non-word, or false-font perception (Fiebach et al.,
2002; Herbster et al., 1997; Moore and Price, 1999; Price et al.,
1996b), as well as during auditory word listening as compared to
non-word listening (Démonet et al., 1994). As for what was
observed for AG, it is implicated in the semantic processing of both
words and pictures (Vandenberghe et al., 1996), as well as during
reading in different modalities – tactile and visual – in blind and
sighted subjects (Büchel et al., 1998). Its implication in semantic
association tasks (Binder et al., 1996, 1999; Bright et al., 2004;
Davis et al., 2004) attests to its specialization in the processing of
word meanings, even though it is also activated by simple word
perception tasks. This last result confirms the hypothesis of Nobre
et al. (1994), who stated ‘‘the intriguing possibility (is) that
semantic or conceptual representations of words may also be
accessed directly within the ventral pathway,’’ suggesting that this
area could be a word – concept node. Their electrical recording
study revealed that this most anterior part of the ventral pathway
responded specifically to words and to the semantic context in
which they were presented. The Fusa area can be assimilated into
the basal temporal language area (BTLA), the electrical stimulation
of which provokes deficits of both confrontation naming and
auditory response naming (Burnstine et al., 1990; Malow et al.,
1996), as well as deficits in language comprehension and
production (Lüders et al., 1991).
Semantic antero-posterior connections
In the classical Broca – Wernicke model (Geschwind, 1970),
which was based on conduction aphasia symptoms, the arcuate
fasciculus links the language temporal and frontal poles, namely,
the Broca’s and Wernicke’s areas, which were defined as the F3
and posterior part of the superior temporal gyrus, respectively. We
believe with others (Dronkers, 2000) that this model should be reevaluated.
We propose that AG and Fusa – the two amodal conceptual
temporal areas devoted to meaning – and the temporal pole together
with the F3orb frontal cluster constitute a temporo-frontal semantic
network (Fig. 3, bottom). This semantic network can be considered
to construct an overall meaning on the basis of the association of
integrated knowledge issued from the main domain of external
(audition, vision) and internal (long-term memory, emotion)

messages; this construction of sense forms the foundation of
language communication. Connections within this semantic
network would be established by the inferior longitudinal
fasciculus (also called occipito-temporal fasciculus) that links the
posterior STS and angular sulcus to the BTLA and the temporal
pole, as documented in vivo with diffusion tensor imaging (Catani
et al., 2002), relayed by the uncinate fasciculus that connects the
temporal pole to the orbital part of the inferior frontal gyrus (Catani
et al., 2002; Dejerine, 1980; Nieuwenhuys et al., 1988). This is
supported by a study using a functional connectivity approach that
revealed a strong link between the ventral part of the left inferior
frontal gyrus, the posterior part of the left STS, and the ventral
route – including the BTLA – during the reading of words, a link
that disappears during the processing of false fonts (Horwitz et al.,
1998). Arguments for the existence of such a network might also
be found in a recent report of induction of semantic errors during
electrical stimulations of cortex and deep white-matter fibers in the
posterior ending of the STS and the orbital part of F3 (Duffau et al.,
2005).
Following the same functional neuroanatomy principles, we
postulate the existence of a second fronto-parietal network for
working memory, consisting of the PrF3op and the AG areas and
connected through the arcuate fasciculus (Fig. 5). As a matter of
fact, recent diffusion tensor imaging has shown that this bundle
connects the posterior part of F3 (as well as the middle frontal
gyrus) and the inferior parietal cortex (Catani et al., 2005). In this
perception – action cycle for semantic working memory, AG would
be the site where semantic associations are elaborated, whereas
PrF3op would be the area where selection among semantic
knowledge guided by task requirements would be computed
(Wagner et al., 2001).
The hypothesis that different networks could underlie the
working-memory processes for phonological and semantic language components is supported by neuropsychological studies: in
patients suffering from left-hemisphere lesions, Martin et al. have
evidenced a dissociation of phonological and semantic retention
alterations (Martin et al., 1994).
Posterior areas shared by phonological and semantic processing
Although there was no match between the lists of frontal
clusters that were segregated for either phonology or semantics, we
identified two temporal areas where a cluster for phonology and a
cluster for semantic processing overlapped (T1a and T3p). We
propose that these areas are transitional zones between the
perception and semantic integration of language stimuli. Interestingly, recruitment of each of these two areas is modalitydependent: the anterior part of the superior temporal gyrus (T1a)
is dedicated to auditory material, whereas the posterior part of the
inferior temporal gyrus (T3p) is dedicated to visual material. These
auditory and visual phonological – semantic interface areas could
thus be crucial during the development of language and especially
the learning of reading in children (Fig. 7).
The T1a phonological cluster includes the so-called ‘‘voicespecific area,’’ a region that is specifically activated by human
voice and speech sounds (Belin et al., 2002). In contrast to
posterior temporal phonological clusters (PT, T1), T1a gathers
activation peaks of phonological contrasts based on tasks devoid of
speech, motor, or working-memory components, such as simple
listening to syllables (Poeppel et al., 2004; Sekiyama et al., 2003;
Zatorre et al., 1992), pseudo-words (Belin et al., 2002; Binder et
al., 2000), and detection of rhymes (Booth et al., 2002).
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The present analysis did not allow for dissociation of the
phonological from the semantic T1a cluster, but intra-group studies
have enabled a functional segregation of the T1a region into a
dorsal part (including the voice area) that is dedicated to phonology
and a ventral part that is involved in the processing of intelligible
words (Binder et al., 1997; Scott et al., 2000; Vouloumanos et al.,
2001). In the present analysis, the semantic T1a cluster consisted,
as in intra-group studies, of peaks identified in simple wordlistening or reading tasks (Binder et al., 1996; Bookheimer et al.,
1995; Giraud et al., 2000; Hagoort et al., 1999; Herbster et al.,
1997; Sevostianov et al., 2002; Specht and Reul, 2003; Wagner et
al., 2000; Wise et al., 2001) and dichotic word-listening tasks
(Hugdahl et al., 2003). The evidence of a dorso-ventral gradient
from voice to intelligible speech was beyond the ability of this
meta-analysis.
The T1a counterpart for visual material is situated in the ventral
route in the posterior part of the inferior temporal gyrus (T3p). T3p
is a site of increased activity during letter (Beauregard et al., 1997;
Paulesu et al., 2000) and pseudo-word (Paulesu et al., 2000)
reading, as well as during audiovisual integration of syllables
(Calvert et al., 1999; Sekiyama et al., 2003) (presentation of faces
pronouncing the syllables), indicating a role in audiovisual
integration that is not restricted to grapho-phonemic conversion.
Although not significantly different spatially, the T3p semantic
cluster is located in a slightly more ventral position (6 mm) than
the T3p phonological clusters, and it is likely that they correspond
to functionally distinct sub-areas that are beyond the resolution of
the present analysis.
The T3p semantic cluster collects peaks of contrasts that
involve reading words versus consonant letter-strings (Cohen et al.,
2002) or versus pseudo-words (Fiez et al., 1999; Hagoort et al.,
1999). However, the functional role of T3p is not limited to word
processing as it is recruited by semantic association tasks involving
pictures of objects (Adams and Janata, 2002; Kosslyn et al., 1994;
Martin et al., 1995; Thompson-Schill et al., 1999; Wiggs et al.,
1999) or visual scenes (Damasio et al., 2001). Its specificity for
verbal processing is reflected by its sensitivity to verbal semantic
priming (Buckner et al., 2000), and it can be considered as an area
that is essential for verbal semantic knowledge retrieval as it is
recruited by tasks such as semantic association (Booth et al., 2002),
categorization (Binder et al., 2003; Chee et al., 1998), and word
generation (Crosson et al., 1999; Etard et al., 1999; ThompsonSchill et al., 1997; Vingerhoets et al., 2003; Warburton et al.,
1996). This region is a site that allows fast access to deep semantic
processing for visual (verbal or otherwise) entries. This evidence
leads us to conclude that assessing the specificity of this region for
word reading in terms of BOLD increase in activity remains to be
demonstrated (Price and Devlin, 2004; Vigneau et al., 2005).
Sentence processing areas
Different from what was observed for phonology and semantics, semantic and syntactic areas appear, at least in part,
intermingled: five among the eight clusters identified from the
sentence analysis contrasts were close to semantic clusters: two in
the frontal lobe (F3opd and F3tv) and three in the temporal lobe
(Pole, T2ml, and T1a; Fig. 4). This is related to the fact that, even
in studies that focused on the neural bases of syntax, researchers
have usually contrasted meaningful complex sentences to syntactically simpler sentences or to sentences devoid of meaning.
Interpreting activations resulting from such contrasts appears
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difficult since they can as well be related to the increase in
semantic and/or syntactic processing required during complex
sentence comprehension. An investigation on the neural basis of
the syntactic and semantic components of sentence comprehension
has indeed underlined the existence of a substantial spatial
functional overlap of semantic and syntactic language functions
(Roder et al., 2002). The difficulty in dissociating these components during sentence comprehension is increased in the present
meta-analysis that includes reports on sentence processing that did
not use paradigms designed to segregate semantic and syntactic
components of sentence comprehension (for example, listening to
sentences contrasted to listening of unintelligible speech (Scott et
al., 2000)).
In the following discussion on the functional role of the
different sentence processing clusters, we attempted to disentangle
semantic and syntactic processes by a finer-grained analysis of the
paradigms. Considering that the number of studies specifically
investigating syntax was too limited to enter into a separate
clusterization, we choose to identify them on the illustrations. This
was done within the frame of the issue of the existence of a distinct
neural module that would be responsible for the construction and
analysis of the sentence structure, i.e., morpho-syntactic processing, since the evidence of neural areas dedicated to syntactic
processing would provide support for Chomsky’s hypothesis that
syntax, the core of the universal grammar, is independent from
semantics.
Frontal regions for sentence processing
Two frontal regions, F3opd and F3tv, were the seat of semantic
and sentence clusters in close proximity. In addition to the close
relationship existing between semantic and syntactic processes
mentioned above, the fact that sentence and semantic clusters could
not be clearly dissociated in these areas can be related to different
causes.
One is a lack of resolution power of the present meta-analysis
that cannot provide clear-cut information on the existence of
different functional entities within a discrete cortical area when the
aggregated clusters are too scattered and have large standard
deviations, as in the present case.
The second is related to the frontal lobe functional organization
that may be process-dependent rather than linguistically organized.
As a matter of fact, the left F3, also called the ventral prefrontal
cortex, has been consistently involved, together with its right
homolog, during working-memory and manipulation tasks on both
verbal and non-verbal material; yet, the expected result of a
preferential involvement of the left F3 for verbal tasks was not
found in Wager and Smith’s meta-analysis of working-memory
studies (Wager and Smith, 2003), leading the authors to emphasize
that the frontal lobe appears process-dependent rather than
material-dependent, which differs from posterior brain areas.
Concerning the type of process involved, Owen and colleagues,
in their recent meta-analysis on working memory (Owen et al.,
2005), showed that the left F3 in charge of the explicit retrieval of
one or a few pieces of information is also recruited during
selection, comparison, and judgment of stimuli, when spatial and
non-spatial information is held on-line, or task switching, leading
the authors to suggest that it responds in a modality-independent
manner to an explicit and intended act or plan. Although we will
discuss in the following the putative role of these clusters within
the frame of language functions, we should keep this in mind and
put them into perspective.
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The F3opd semantic cluster aggregated peaks issued from tasks
calling for semantic retrieval and selection. This includes
categorization tasks (Noesselt et al., 2003); lexical decision tasks
(Binder et al., 2003; Perani et al., 1999; Poldrack et al., 1999);
generation tasks such as the generation of an adjective (Kelley et
al., 2002), a color (Martin et al., 1995), an action (Adams and
Janata, 2002; Damasio et al., 2001; Martin et al., 1995), or the
gender of the stimulus (Heim et al., 2002) that were compared to
phonological or visual decision tasks. Notably, this cluster also
aggregated high-selection generation tasks conducted by Thompson-Schill et al. (1997) and Wagner et al. (2001) to uncover areas
for controlled semantic retrieval. Note that these results are in line
with those obtained by Friederici who found a semantic role for an
area close to the present F3opd cluster ( 46 21 25) where a
specific increase of activation during a semantic judgment task was
observed (Friederici et al., 2000).
The overlapping sentence processing cluster was at a Euclidian
distance of 7 mm, the limit of the resolution of the present study
( P = 0.05). Among the 14 peaks, it aggregated 10 peaks issued
from contrasts that targeted specifically syntactic processes:
comprehension of complex sentences compared to simple ones,
such as studies on syntactic movement (Ben Shachar et al., 2004)
including object – subject sentences (Caplan, 2001; Caplan et al.,
1999; Constable et al., 2004; Stromswold et al., 1996), as well as
the detection of grammatical errors (Embick et al., 2000). The fact
that it was more activated during a syntactic decision than during a
working-memory task indicates that the working-memory component of complex-sentence comprehension is not at the origin of its
activity (Hashimoto and Sakai, 2002; Luke et al., 2002). In
addition, peaks within the F3opd cluster issued from studies more
specifically investigating syntactic processing appear to be located
more dorsally (Fig. 6). We believe that these considerations can be
taken as indication that the upper and posterior part of the pars
opercularis of the inferior frontal gyrus includes two adjacent areas
with different functional roles: one devoted to semantics, and the
other, located caudally, to syntactic processing.
The second frontal cluster where sentence processing and
semantic clusters partially overlapped (F3tv) included 30 peaks
among which 14 belonged to studies on syntax, with high-level
reference conditions (such as presentation of sentences with a
semantic content), decreasing the weight of the semantic component in the interpretation of the activations (Ben Shachar et al.,
2004; Caplan, 2001; Constable et al., 2004; Cooke et al., 2002;
Stowe et al., 1998; Stromswold et al., 1996; Waters et al., 2003). In
addition, several of the semantic contrasts that were gathered in the
semantic F3tv cluster were related to grammatical processing such
as lexical categorization (Adams and Janata, 2002; Binder et al.,
1996; Bright et al., 2004; Hagoort et al., 1999; Perani et al., 1999),
including verb (Buchanan et al., 2000) and gender categorization
(Heim et al., 2002) or the organization of a list using semantic
associations (Savage et al., 2001). Nevertheless, the F3tv semantic
cluster localized at 7 mm from the syntactic peak did not differ in
terms of location and also included peaks from semantic tasks such
as categorization (Adams and Janata, 2002; Bright et al., 2004),
generation of words (Vingerhoets et al., 2003) or action (Martin et
al., 1995), semantic association (Booth et al., 2001), and decision
(Binder et al., 1996; Bright et al., 2004), preventing at the present
resolution the attribution of a pure syntactic role to this area.
The sole frontal region aggregating activation during tasks on
sentence processing while not being at a close proximity with
semantic ones is F2p. The number of peaks it aggregated was

limited to 7 studies that did not specifically target syntactic
processes, including sentence (Baumgaertner et al., 2002; Bottini et
al., 1994) and text reading (Vingerhoets et al., 2003), except for
one study on comprehension of object – subject sentences compared to simple ones (Constable et al., 2004). The fact that it was
activated during both syntactic decision and working-memory
tasks on words and sentences (Hashimoto and Sakai, 2002; Luke et
al., 2002) suggests that it is recruited by working-memory
processes involved during the comprehension of complex linguistic material.
Temporal regions
As underlined by Dronkers et al. (2004), the focus of
investigators on Broca’s area in studies of the neural bases of
syntax has caused the role of the temporal lobe to be overlooked.
The present meta-analysis confirms the key role of temporal
regions in sentence processing, as illustrated by the larger number
of peaks found in the temporal than in the frontal lobe (Table 4).
Involvement of the temporal pole in sentence and text
comprehension is now well-recognized. This finding first emerged
from a study that reported a strong Pole activation during speech
listening (Mazoyer et al., 1993). Interestingly, peaks aggregated in
this area seem to be related to the comprehension of sentences or
texts rather than to syntactic processing itself: the Pole is activated
when subjects have to proceed to either syntactic or semantic
judgments on sentences (Bottini et al., 1994; Luke et al., 2002),
and it is more activated by normal sentences conveying meaning
than by sentences made of pseudo-words (Vingerhoets et al., 2003)
or ending with a pseudo-word (Baumgaertner et al., 2002). Its
activation includes contrasts in which sentences or text (presented
either visually or orally) are compared with words (Stowe et al.,
1998) or unintelligible speech presentation (Crinion et al., 2003;
Scott et al., 2000), thus including semantic processing. Within the
Pole region, there are also peaks of semantic contrasts dealing with
word/object access to semantic knowledge, in particular, categorization (Bright et al., 2004; Damasio et al., 2001; Scott et al.,
2003; Vandenberghe et al., 1996). As patients with temporal pole
lesions show an alteration in comprehension of complex sentences
only, Dronkers et al. have proposed that ‘‘this region has a very
basic role in syntactic processing rather than a more specific role in
processing complex structures.’’ We postulate this role to be the
encoding and retrieval of complex linguistic material from longterm memory. As a matter of fact, activity in this region increases
with the linguistic complexity of the stimulus (Fletcher et al., 1995;
Mazoyer et al., 1993). In addition, the Pole recruitment during
episodic retrieval of object attributes (Wiggs et al., 1999) and story
recall (Andreasen et al., 1995), as well as the observation of a
deficit in grasping text coherence in patients who had undergone
anterior temporal lobectomy (Milner, 1958), fits with the idea that
it is part of a long-term memory network in action for linguistic
material. Its proximity to the hippocampal formation supports this
hypothesis.
Although T2ml is the seat of overlap between a semantic and a
sentence processing cluster, it appears very likely that T2ml is a
semantic area devoted to verbal knowledge. It is activated almost
exclusively by semantic tasks that are based on word presentation
in the auditory (Binder et al., 2000; Specht and Reul, 2003;
Warburton et al., 1996; Wise et al., 2001) or visual modality (Davis
et al., 2004; Moore and Price, 1999; Vandenberghe et al., 1996), as
opposed to tasks based on pictures or scenes. Its specificity for
words is further confirmed by several observations. First, its
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activity is larger for word than for image categorization. Second, its
activity is correlated with the number of words that are heard and
retrieved from memory (Wise et al., 2001); such a correlation
between activity and the frequency of word presentation, but not
with that of noise, was lost in two patients with Wernicke’s aphasia
(Mummery et al., 1999). Third, it is involved in semantic
categorization (Binder et al., 1996; Chee et al., 1998; Vandenberghe et al., 1996) and verb generation (Fiez et al., 1996).
The cluster located at 4 mm from the T2ml semantic cluster
aggregated peaks issued from various sentence processing tasks,
including simple-sentence comprehension (Kansaku et al., 2000;
Vingerhoets et al., 2003); complex-sentence comprehension (Ben
Shachar et al., 2004; Bottini et al., 1994); comparison to
pragmatically (Kuperberg et al., 2000), syntactically, or semantically incoherent sentences (Luke et al., 2002); and attention to their
verbal content (von Kriegstein et al., 2003). Its role in sentence
processing appears crucial when words become essential to
sentence understanding, as shown by its recruitment during
syllogistic reasoning on sentences as compared to abstract symbols
(Goel et al., 2000) and also by its sensitivity to the context effect:
T2ml is more activated when the word that ends the sentence is
coherent but unexpected than when it is the expected word, and it
is not activated when a non-word ends a sentence (Baumgaertner et
al., 2002). The functional imaging evidence that T2ml is an area
devoted to word meaning during sentence comprehension nicely
corroborates what Dronkers et al. have observed. Using Voxelbased Lesion Symptoms Mapping (VLSM), they found that
aphasic patients presenting a lesion in an area that matches the
T2ml cluster constitute a particular sub-group characterized by a
profound deficit in word comprehension (Dronkers et al., 2004).
Although one should note that the T1a cluster aggregating
peaks from sentence processing tasks was in a more ventral
position than the phonological (minus 6 mm in the z axis), it was
not dissociable from the semantic cluster. During sentence
processing, the contrasts that targeted the inferior bank of the
STS were sentence or text listening, including comparison of
meaningful with unintelligible discourse (Crinion et al., 2003;
Kansaku et al., 2000; Meyer et al., 2004; Scott et al., 2000;
Vingerhoets et al., 2003). The fact that it was also part of the
network of areas that were activated by syntactic evaluation tasks
based on silent reading (Bottini et al., 1994; Luke et al., 2002;
Vingerhoets et al., 2003) evokes a possible role in the processing of
grammatical prosody. This hypothesis is supported by its recruitment during both attention to speaker voice and verbal content
(von Kriegstein et al., 2003).
It must be underlined here that the site of the human voice area
(T1a) was the only one in which activation peaks of phonological,
semantic, and sentence processing contrasts were in close
proximity, highlighting the crucial role of voice processing in
language development through both phylogenesis and ontogenesis.
A recent report has indeed shown that the anterior part of the
superior temporal gyrus of monkeys hosts a species-specific call
area, which shows unique leftward asymmetry and might be a
precursor for the evolution of language (Poremba et al., 2004).
Two among five clusters involved in sentence processing were
spatially distinct from other language components in the temporal
lobe: one in the posterior part of the superior temporal gyrus
(STSp) and one in the posterior part of the middle temporal gyrus
(T2p, Fig. 4).
The sentence processing T2p cluster was recruited by paradigms using a visual presentation of the sentences (Fletcher et al.,
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1995), including complex sentences compared with simple ones
(Constable et al., 2004; Cooke et al., 2002; Stowe et al., 1998) and
semantic judgment on sentences (Luke et al., 2002). Interestingly,
it was also recruited by auditory presentation of sentences: it was
activated when a person had to generate a mental image from highimagery sentences presented either visually or orally, compared to
the presentation of low-imagery sentences (Just et al., 2004). As
previously proposed (Mazoyer et al., 1993), this area is likely
related to the mental imagery component of sentence comprehension, showing that cooperation between visual and language
systems participates in the elaboration of sentence meaning.
Although STSp has been implicated in a study on syntactic
complexity (Constable et al., 2004) and seemed to be activated
more when individuals made a judgment on grammatical errors
compared to pronunciation errors (Embick et al., 2000), its role
seems to process the semantic integration of complex linguistic
material. This statement comes from the observation that it is
recruited when subjects listen to coherent rather than syntactically
or pragmatically incoherent sentences (Kuperberg et al., 2000;
Luke et al., 2002), and it is involved in context processing and
syntactic generation—more activated when subjects have to choose
between two words to end a sentence or have to generate the final
word of a sentence (Kircher et al., 2001). STSp activity is very
likely related to the linkage of linguistic structure to meaning: it is
more activated when sentences are linked as dialogue (Homae et
al., 2002) or syllogisms (Goel et al., 1998) than when they are
unlinked and more activated during text comprehension, either
presented auditory (compared to reverse speech (Crinion et al.,
2003; Kansaku et al., 2000) or words (Jobard et al., 2004)) or
visually (compared to words (Jobard et al., 2004) or pseudo-word
reading (Vingerhoets et al., 2003)). This role of STSp in high-order
integration of linguistic material is also attested by its larger
implication during the comprehension of theory of mind (TOM)
stories than when unlinked sentences (Fletcher et al., 1995;
Gallagher et al., 2000) or mechanical inference stories (Saxe and
Kanwisher, 2003) have to be processed.
Finally, we propose that the F2p and STSp could constitute a
third working-memory network, connected like their phonological
and semantic counterparts by the arcuate fasciculus (Catani et al.,
2002, 2005), dedicated to the integration of complex verbal
material involved during the comprehension of complex sentences,
dialogues, and texts (Fig. 5).

Summary and conclusions
This exploratory approach of left hemisphere language areas
provided a set of results that reinforces and refines hypotheses
emerging from isolated functional imaging studies.
Above all is the involvement of an elementary audio – motor
loop for phonological processing, allowing a motor-sound-based
representation for language sounds and involved in whether
language is heard or enunciated, as had been proposed by
Buchsbaum for auditory areas (Buchsbaum et al., 2001) and by
Wilson for motor areas (Wilson et al., 2004). This loop is
composed of Heschl’s gyrus and the planum temporal in the
temporal lobe as its perceptive component and of the mouth motor
area and inferior precentral cortex corresponding to its motor
component in the frontal lobe.
Then, our results provide a refinement of the inferior frontal
gyrus functional organization for phonology and semantics: the
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present meta-analysis confirms and specifies the antero-posterior
dissociation of phonological and semantic areas proposed by
Poldrack et al. (1999) and, thanks to the evidence of a workingmemory phonological area located anteriorly in the pars triangularis, allows conciliation of results for this area that were
apparently contradictory.
Original results also emerged that could not have been elicited
from functional imaging studies examined individually. These
results are the existence of crossroad regions where an overlap of
functional areas for phonological and semantic processing was
observed in the posterior brain. Although such overlap does not
mean a co-localization of these functional areas (given the limited
resolution of the present method), they target cerebral sites where
a close interaction of language components possibly occurs
thanks to cortical vicinity. These crossroad areas were modalitydependent, related to the auditory modality in the anterior
temporal cortex (T1a) and to the visual modality in the posterior
part of the inferior temporal gyrus (T3p). Interestingly, T1a,
which includes the human selective voice area, was also a seat of
overlap with syntactic processing. This evidence provided the
basis for considering it as a key area for language development
and communication. Such a hypothesis finds some support in the
observation of a dysfunction of this area in autistic adults
(Gervais et al., 2004).
Another important result is the evidence in the dorsal part of the
F3 pars opercularis of an area that is dedicated to syntactic
processes. The present results also underlined the crucial role of
temporal areas for sentence comprehension, where the processing
of sentence meaning and construction are co-localized, as in the F3
pars triangularis. Integration of complex linguistic material, such as
texts, appears to recruit the most posterior part of the superior
temporal gyrus together with the dorsal part of the middle frontal
gyrus, possibly in relation with an increase in working-memory
demand.
Finally, the question of the functional relationships and
connectivity within these left hemisphere language areas cannot be
resolved by the present approach, and, although we proposed a
network organization for the different areas, it remains to be firmly
established. As a matter of fact, right hemisphere language areas and
sub-cortical areas are not included, and no data on the connectivity
was available in the common space. Given these limitations, we
propose on the basis of the perception– action cycle model proposed
by Fuster (1997, 2003) the existence of distinct working-memory
networks for each component, made of fronto-parietal reverberating
loops. An accurate knowledge of the connectivity and chronometry
of these loops will need further investigation with fiber tracking and
electrophysiological approaches.
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B., Tzourio-Mazoyer, N., 1999. Picture naming without Broca and
Wernicke’s area. NeuroReport 11, 617 – 621.
Fadiga, L., Craighero, L., Buccino, G., Rizzolatti, G., 2002. Speech
listening specifically modulates the excitability of tongue muscles: a
TMS study. Eur. J. Neurosci. 15, 399 – 402.
Ferstl, E.C., von Cramon, D.Y., 2002. What does the frontomedian cortex
contribute to language processing: coherence or theory of mind?
NeuroImage 17, 1599 – 1612.
Fiebach, C.J., Friederici, A.D., Müller, K., vonCramon, D.Y., 2002. fMRI
evidence for dual routes to the mental lexicon in visual word
recognition. J. Cogn. Neurosci. 14, 11 – 23.
Fiez, J.A., Raichle, M.E., Balota, D.A., Tallal, P., Petersen, S.E., 1996. PET
activation of posterior temporal regions during auditory word presentation and verb generation. Cereb. Cortex 6, 1 – 10.
Fiez, J.A., Balota, D.A., Raichle, M.E., Petersen, S.E., 1999. Effects of
lexicality, frequency, and spelling-to-sound consistency on the functional anatomy of reading. Neuron 24, 205 – 218.
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Lüders, H., Lesser, R.P., Hahn, J., Dinner, D.S., Morris, H.H., Wyllie, E.,
Godoy, J., 1991. Basal temporal language area. Brain 114, 743 – 754.
Luke, K.K., Liu, H.L., Wai, Y.Y., Wan, Y.L., Tan, L.H., 2002. Functional
anatomy of syntactic and semantic processing in language comprehension. Hum. Brain Mapp. 16, 133 – 145.
Maguire, E.A., Frith, C.D., 2004. The brain network associated with
acquiring semantic knowledge. NeuroImage 22, 171 – 178.
Malow, B.A., Blaxton, T.A., Sato, S., Bookheimer, S.Y., Kufta, C.V., Figlozzi,
C.M., Theodore, W.H., 1996. Cortical stimulation elicits regional
distinctions in auditory and visual naming. Epilepsia 37, 245 – 252.
Martin, R.C., Shelton, J.R., Yaffee, L.S., 1994. Language processing and
working memory: neuropsychological evidence for separate phonological and semantic capacities. J. Mem. Lang. 33, 83 – 111.
Martin, A., Haxby, J.V., Lalonde, F.M., Wiggs, C.L., Ungerleider, L.G.,
1995. Discrete cortical regions associated with knowledge of color and
knowledge of action. Science 270, 102 – 105.
Martin, A., Wiggs, C.L., Ungerleider, L.G., Haxby, J.V., 1996. Neural
correlates of category-specific knowledge. Nature 379, 649 – 652.
Mazoyer, B., Dehaene, S., Tzourio, N., Frak, V., Cohen, L., Murayama, N.,
Levrier, O., Salamon, G., Mehler, J., 1993. The cortical representation
of speech. J. Cogn. Neurosci. 5, 467 – 479.
McDermott, K.B., Petersen, S.E., Watson, J.M., Ojemann, J.G., 2003. A
procedure for identifying regions preferentially activated by attention to
semantic and phonological relations using functional magnetic resonance imaging. Neuropsychologia 41, 293 – 303.
McGuire, P.K., Silbersweig, D.A., Murray, R.M., David, A.S., Frackowiak,
R.S.J., Frith, C.D., 1996. Functional anatomy of inner speech and
auditory verbal imagery. Psychol. Med. 26, 29 – 38.
Mechelli, A., Friston, K.J., Price, C.J., 2000. The effects of presentation rate
during word and pseudoword reading: a comparison of PET and fMRI.
J. Cogn. Neurosci. 12, 145 – 156.
Menard, M.T., Kosslyn, S.M., Thompson, W.L., Alpert, N.M., Rauch, S.L.,
1996. Encoding words and pictures: a positron emission tomography
study. Neuropsychologia 34, 185 – 194.
Mesulam, M.M., 1990. Large-scale neurocognitive networks and distributed processing for attention, language, and memory. Ann. Neurol. 28,
597 – 613.
Mesulam, M.M., 2000. Principles of Behavioral Neurology. Oxford Univ.
Press, Oxford.
Meyer, M., Alter, K., Friederici, A.D., Lohmann, G., von Cramon, D.Y.,
2002. FMRI reveals brain regions mediating slow prosodic modulations
in spoken sentences. Hum. Brain Mapp. 17, 73 – 88.
Meyer, M., Steinhauer, K., Alter, K., Friederici, A.D., von Cramon, D.Y.,
2004. Brain activity varies with modulation of dynamic pitch variance
in sentence melody. Brain Lang. 89, 277 – 289.
Milner, B., 1958. Psychological defects produced by temporal lobe
excision. The Brain and Human Behavior, (Inconnu, edR). Res. Publ.
Ass. Nev. Trent. Dis. pp. 244 – 257.
Moore, C.J., Price, C.J., 1999. Three distinct ventral occipitotemporal
regions for reading and object naming. NeuroImage 10, 181 – 192.
Mummery, C.J., Ashburner, J., Scott, S.K., Wise, R.J., 1999. Functional
neuroimaging of speech perception in six normal and two aphasic
subjects. J. Acoust. Soc. Am. 106, 449 – 457.
Nathaniel-James, D.A., Frith, C.D., 2002. The role of the dorsolateral

1431

prefrontal cortex: evidence from the effects of contextual constraint in a
sentence completion task. NeuroImage 16, 1094 – 1102.
Nieuwenhuys, R., Voogd, J., van Huijzen, C., 1988. The human central
nervous system. A Synopsis and Atlas. Springer-Verlag, Berlin.
Nobre, A.C., Allison, T., McCarthy, G., 1994. Word recognition in the
human inferior temporal lobe. Nature 372, 260 – 263.
Noesselt, T., Shah, N.J., Jancke, L., 2003. Top – down and bottom – up
modulation of language related areas—An fMRI study. BMC Neurosci.
4, 13.
Noppeney, U., Price, C.J., 2004. Retrieval of abstract semantics. NeuroImage 22, 164 – 170.
Okada, K., Smith, K.R., Humphries, C., Hickok, G., 2003. Word length
modulates neural activity in auditory cortex during covert object
naming. NeuroReport 14, 2323 – 2326.
Owen, A.M., McMillan, K.M., Laird, A.R., Bullmore, E., 2005. N-back
working memory paradigm: a meta-analysis of normative functional
neuroimaging studies. Hum. Brain Mapp. 25, 46 – 59.
Parker, G.J., Luzzi, S., Alexander, D.C., Wheeler-Kingshott, C.A.,
Ciccarelli, O., Lambon Ralph, M.A., 2005. Lateralization of ventral
and dorsal auditory-language pathways in the human brain. NeuroImage
24, 656 – 666.
Paulesu, E., Frith, C.D., Frackowiak, R.S.J., 1993. The neural correlates of
the verbal component of working memory. Nature 362, 342 – 345.
Paulesu, E., McCrory, E., Fazio, F., Menoncello, L., Brunswick, N., Cappa,
S.F., Cotelli, M., Cossu, G., Corte, F., Lorusso, M., Pesenti, S.,
Gallagher, A., Perani, D., Price, C., Frith, C.D., Frith, U., 2000. A
cultural effect on brain function. Nat. Neurosci. 3, 91 – 96.
Perani, D., Cappa, S.F., Schnur, T., Tettamanti, M., Collina, S., Rosa, M.M.,
Fazio, F., 1999. The neural correlates of verb and noun processing—A
PET study. Brain 122, 2337 – 2344.
Petersen, S.E., Fox, P.T., Posner, M.I., Mintun, M.A., Raichle, M.E., 1988.
Positron emission tomographic studies of the cortical anatomy of singleword processing. Nature 331, 585 – 589.
Poeppel, D., Guillemin, A., Thompson, J., Fritz, J., Bavelier, D., Braun,
A.R., 2004. Auditory lexical decision, categorical perception, and FM
direction discrimination differentially engage left and right auditory
cortex. Neuropsychologia 42, 183 – 200.
Poldrack, R.A., Wagner, A.D., Prull, M.W., Desmond, J.E., Glover, G.H.,
Gabrieli, J.D., 1999. Functional specialization for semantic and
phonological processing in the left inferior prefrontal cortex. NeuroImage 10, 15 – 35.
Poremba, A., Malloy, M., Saunders, R.C., Carson, R.E., Herscovitch, P.,
Mishkin, M., 2004. Species-specific calls evoke asymmetric activity in
the monkey’s temporal poles. Nature 427, 448 – 451.
Price, C.J., 2000. The anatomy of language: contributions from functional
neuroimaging. J. Anat. 197, 335 – 359.
Price, C.J., Devlin, J.T., 2004. The pro and cons of labelling a left
occipitotemporal region: ‘‘the visual word form area’’. NeuroImage 22,
477 – 479.
Price, C.J., Moore, C.J., Frackowiak, R.S.J., 1996a. The effect of varying
stimulus rate and duration on brain activity during reading. NeuroImage
3, 40 – 52.
Price, C.J., Wise, R.J.S., Frackowiak, R.S.J., 1996b. Demonstrating the
implicit processing of visually presented words and pseudowords. Cereb.
Cortex 6, 62 – 70.
Price, C.J., Wise, R.J.S., Warburton, E.A., Moore, C.J., Howard, D.,
Patterson, K., Frackowiak, R.S.J., Friston, K.J., 1996c. Hearing and
saying. The functional neuro-anatomy of auditory word processing.
Brain 119, 919 – 931.
Price, C.J., Moore, C.J., Humphreys, G.W., Wise, R.J., 1997. Segregating
semantic from phonological processes during reading. J. Cogn. Neurosci. 9, 727 – 733.
Riecker, A., Ackermann, H., Wildgruber, D., Meyer, J., Dogil, G., Haider,
H., Grodd, W., 2000. Articulatory/phonetic sequencing at the level of
the anterior perisylvian cortex: a functional magnetic resonance imaging
(fMRI) study. Brain Lang. 75, 259 – 276.
Roder, B., Stock, O., Neville, H., Bien, S., Rosler, F., 2002. Brain activation

1432

M. Vigneau et al. / NeuroImage 30 (2006) 1414 – 1432

modulated by the comprehension of normal and pseudo-word sentences
of different processing demands: a functional magnetic resonance
imaging study. NeuroImage 15, 1003 – 1014.
Ronnberg, J., Rudner, M., Ingvar, M., 2004. Neural correlates of working
memory for sign language. Brain Res. Cogn. Brain Res. 20, 165 – 182.
Roskies, A.L., Fiez, J.A., Balota, D.A., Raichle, M.E., Petersen, S.E., 2001.
Task-dependent modulation of regions in the left inferior frontal cortex
during semantic processing. J. Cogn. Neurosci. 13, 829 – 843.
Rypma, B., Prabhakaran, V., Desmond, J.E., Glover, G.H., Gabrieli, J.D.,
1999. Load-dependent roles of frontal brain regions in the maintenance
of working memory. NeuroImage 9, 216 – 226.
Savage, C.R., Deckersbach, T., Heckers, S., Wagner, A.D., Schacter, D.L.,
Alpert, N.M., Fischman, A.J., Rauch, S.L., 2001. Prefrontal regions
supporting spontaneous and directed application of verbal learning
strategies—Evidence from PET. Brain 124, 219 – 231.
Saxe, R., Kanwisher, N., 2003. People thinking about thinking people. The
role of the temporo-parietal junction in ‘‘theory of mind’’. NeuroImage
19, 1835 – 1842.
Saygin, A.P., Dick, F., Wilson, W., Dronkers, F., Bates, E., 2003. Neural
resources for processing language and environmental sounds: evidence
from aphasia. Brain 126, 928 – 945.
Scott, S.K., Blank, C.C., Rosen, S., Wise, R.J., 2000. Identification of a
pathway for intelligible speech in the left temporal lobe. Brain 123,
2400 – 2406.
Scott, S.K., Leff, A.P., Wise, R.J., 2003. Going beyond the information
given: a neural system supporting semantic interpretation. NeuroImage
19, 870 – 876.
Sekiyama, K., Kanno, I., Miura, S., Sugita, Y., 2003. Auditory – visual
speech perception examined by fMRI and PET. Neurosci. Res. 47,
277 – 287.
Sevostianov, A., Horwitz, B., Nechaev, V., Williams, R., Fromm, S., Braun,
A.R., 2002. fMRI study comparing names versus pictures of objects.
Hum. Brain Mapp. 16, 168 – 175.
Small, S.L., Noll, D.C., Perfetti, C.A., Hlustik, P., Wellington, R.,
Schneider, W., 1996. Localizing the lexicon for reading aloud:
replication of a PET study using fMRI. NeuroReport 7, 961 – 965.
Specht, K., Reul, J., 2003. Functional segregation of the temporal lobes into
highly differentiated subsystems for auditory perception: an auditory
rapid event-related fMRI-task. NeuroImage 20, 1944 – 1954.
Stowe, L.A., Broere, C.A., Paans, A.M., Wijers, A.A., Mulder, G.,
Vaalburg, W., Zwarts, F., 1998. Localizing components of a complex
task: sentence processing and working memory. NeuroReport 9,
2995 – 2999.
Stromswold, K., Caplan, D., Alpert, N., Rauch, S., 1996. Localization of
syntactic comprehension by positron emission tomography. Brain Lang.
52, 452 – 473.
Talairach, J., Tournoux, P., 1988. Co-Planar Stereotaxic Atlas of The
Human Brain. 3-Dimensional Proportional System: An Approach to
Cerebral Imaging. Georg Thieme Verlag, Stuttgart.
Thompson-Schill, S.L., DEsposito, M., Aguirre, G.K., Farah, M.J., 1997.
Role of left inferior prefrontal cortex in retrieval of semantic knowledge: a
reevaluation. Proc. Natl. Acad. Sci. U. S. A. 94, 14792 – 14797.
Thompson-Schill, S.L., Aguirre, G., D’Esposito, M., Farah, M.J., 1999. A
neural basis for category and modality specific of semantic knowledge.
Neuropsychologia 37, 671 – 676.
Tzourio-Mazoyer, N., Landeau, B., Papathanassiou, D., Crivello, F., Etard, O.,
Delcroix, N., Mazoyer, B., Joliot, M., 2002. Automated anatomical
labeling of activations in SPM using a macroscopic anatomical parcellation
of the MNI MRI single-subject brain. NeuroImage 15, 273 – 289.

Vandenberghe, R., Price, C., Wise, R., Josephs, O., Frackowiak, R.S.J.,
1996. Functional anatomy of a common semantic system for words and
pictures. Nature 383, 254 – 256.
Vigneau, M., Jobard, G., Mazoyer, B., Tzourio-Mazoyer, N., 2005. Word
and non-word reading: what role for the visual word form area?
NeuroImage 27, 694 – 705.
Vingerhoets, G., Van Borsel, J., Tesink, C., van den, N.M., Deblaere, K.,
Seurinck, R., Vandemaele, P., Achten, E., 2003. Multilingualism: an
fMRI study. NeuroImage 20, 2181 – 2196.
Vogeley, K., Bussfeld, P., Newen, A., Herrmann, S., Happé, F., Falkai, P.,
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