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A B S T R A C T

The ability to pick out a unique entity with a proper name is an important component of human language. It has
been a primary focus of research in the philosophy of language since the nineteenth century. Brain-based evi-
dence has shed new light on this capacity, and an extensive literature indicates the involvement of distinct
fronto-temporal and temporo-occipito-parietal association cortices in proper-name retrieval. However, com-
paratively few efforts have sought to explain how memory encoding processes lead to the later recruitment of
these distinct regions at retrieval. Here, we provide a unified account of proper-name encoding and retrieval,
reviewing evidence that socio-emotional and unitized encoding subserve the retrieval of proper names via
anterior-temporal–prefrontal activations. Meanwhile, non-unitized item–item and item–context encoding sup-
port subsequent retrieval, largely dependent on the temporo-occipito-parietal cortex. We contend that this well-
established divergence in encoding systems can explain how proper names are later retrieved from distinct
neural structures. Furthermore, we explore how evidence reviewed here can inform a century-and-a-half-old
debate about proper names and the meanings they pick out.

1. Introduction: Dual processes in proper-name encoding and
retrieval

Proper names are lexical items that can pick out unique entities that
are either perceived in the world around us (as in Venus, also known
both as the Morning Star and the Evening Star) or are conjured from our
internal conceptual structures (as in Clark Kent and his alias Superman).
Proper names have been subject to debates in the philosophy-of-lan-
guage literature since the nineteenth century, largely stemming from
disagreement as to whether they directly denote entities in the external
world, or, instead, pick out more complex meanings associated with the
entity being named (Mill, 1858; Frege, 1948; Russell, 1911; Kripke,
1972).

More often than not, the people or entities named with a proper
name are unambiguously unique and are familiar to speakers who use
the name in common. Despite this shared usage, distinct speakers (or
even a single speaker) may hold contradictory beliefs about the entity
being named. For example, Venus can be called the Morning Star when

it appears in the east but the Evening Star when appearing in the west.
If one is unaware that the same planet is appearing in different contexts,
one can affirm that Venus is the Morning Star while denying that it is
the Evening Star (Frege, 1948). In the philosophy of language, debates
about the semantics of such contradictory usages of proper names
sought to elucidate questions about the nature of meaning, belief, and
the interactions of language, mind, and world around us.

From the point of view of cognitive neuroscience, research on the
ability to express meaning largely involves studying processes of
memory encoding and lexical retrieval. However, despite extensive
literature on the networks involved in face–name encoding and proper-
name retrieval, few proposals have sought to integrate findings from
these studies to inform the nature of proper names and the meanings
they pick out. Here, we review neuroanatomical, lesion, and functional
imaging evidence for the networks supporting the encoding of knowl-
edge about unique entities and the later accessing of that knowledge
during the retrieval of lexical items.

We propose that certain white-matter tracts, most saliently the left
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uncinate fasciculus (UF), but also the inferior longitudinal fasciculus
(ILF), and the inferior fronto-occipital fasciculus (IFOF), and grey-
matter structures that they connect ― left orbital and medial prefrontal
cortices (OMPFC), temporal pole, medial temporal lobe (MTL), and
posterior temporo-occipito-parietal region, as well as the thalamus —
are integrated into an encoding and retrieval network for proper names.
We argue that the interactions of these regions with contralateral
homologue structures during lexical retrieval and in broader aspects of
cognition provide key insights into the kinds of meanings that proper
names pick out.

Bilateral UF connections to the anterior MTL enable the encoding of
information about unique entities that is later accessed via the orbito-
frontal cortex and temporal pole during proper-name retrieval (Alm
et al., 2016; Damasio et al., 1996; Kirwan and Stark, 2004; Papagno
et al., 2011; Sperling et al., 2003; Zeineh et al., 2003). Moreover, the
UF’s important role in social and emotional cognition (Craig et al.,
2009; Kitis et al., 2012; Motzkin et al., 2011; Olson et al., 2007; Von Der
Heide et al., 2013) is suggestive of the nature of information encoded in
anterior regions that enables subsequent retrieval.

We review evidence indicating that this network supports the en-
coding of unitized memories that often enable subsequent familiarity
judgements at retrieval, but which more readily support explicit recall
when socio-emotional information is encoded as a feature of items (see
Dolcos et al., 2004; Yonelinas, 2002; Yonelinas et al., 2010; Fenker
et al., 2005; Rugg and Curran, 2007; Murray and Kensinger, 2013;
Yonelinas and Ritchey, 2015). We propose that unitization potentiated
by socio-emotional arousal — enabling associative encoding of mem-
ories that are subsequently retrieved as a single integrated entity —
supports the later recall of proper names via the UF-connected anterior
temporal–prefrontal network.

Temporal regions lying immediately caudal to the UF-connected
temporal pole, as well as posterior temporal regions, bordering the
occipital and parietal lobes, have also regularly been evidenced to
support both common-noun and proper-name retrieval (Damasio et al.,
1996; Gorno-Tempini et al., 1998; Grabowski et al., 2001; Mehta et al.,
2016; Semenza, 2006, 2011; Semenza and Zettin, 1988). We propose
that the hippocampus and parahippocampal cortex encode information
later accessed at retrieval by a second network running along this
rostro-caudal axis of the temporal lobe, with both encoding and re-
trieval being supported by the ILF and the IFOF’s posterior temporal
connections. This (para)hippocampal item–item and item–context en-
coding forms non-unitized mnemonic associations that are typically
implicated in recollection-based retrieval, supported primarily by pos-
terior temporal and parietal regions (Eichenbaum et al., 2007;
Yonelinas, 2002; Yonelinas et al., 2005; Diana et al., 2010). This
memory system is posited to support the retrieval of both proper names
and common nouns from a posterior projecting network connecting the
temporo-occipito-parietal region.

Under this account, then, information enabling the retrieval of
proper names is encoded via two distinct processes, one that forms
mnemonic units that tend to encode socio-emotional information, the
other non-unitized item–item and item–context associative memories
that tend to be less emotionally arousing. Both the anterior fronto-
temporal and posterior temporo-occipito-parietal networks supporting
these processes are integrated via shared connections with the anterior
MTL and PFC (Amaral and Lavenex, 2007; Papinutto et al., 2016; Van
Hoesen and Pandya, 1975; Van Hoesen et al., 1975; Thiebaut de
Schotten et al., 2012).

In Section 2, we explore in detail the networks involved in proper-
name retrieval, as evidenced through semantic dementia, lesion, and
functional imaging studies. Following this, in Section 3 we review the
literature on face–name encoding, before spelling out the dual-process
model of proper-name encoding and retrieval defended here. In Section
4, we explore the implications of the dual-process account for theories
of proper naming, long debated in the philosophy of language but
rarely considered in terms of neuroscientific evidence. We also propose

means by which our model can be experimentally tested.

2. Proper-name retrieval networks

Lexical retrieval is a complex and integrative process, depending on
many brain regions and multiple cognitive resources. These include
accessing perceptual and conceptual representations, engaging control
mechanisms to select suitable lexical items among various competitors,
linking from conceptual to lexico-semantic or semantically categorized
conceptual representations at distinct ‘convergence zones’ and/or at a
single ‘semantic hub’, and, finally, accessing phonological and motor
output systems, with their own fine-grained functional subdivisions
(Damasio, 1989; Damasio et al., 1996; Patterson et al., 2007; Jefferies
et al., 2008; Friedmann et al., 2013; Lewis and Poeppel, 2014; Gainotti,
2017). As we are most concerned here with the meanings that names
pick out, most of our discussion concerns the conceptual–semantic
systems supporting lexical retrieval rather than phonological (or gra-
phemic) output systems.

The separation and definition of the above cognitive domains re-
mains controversial, including disagreement as to whether conceptual
and semantic knowledge should be considered distinct from each other,
whether this information is stored in modality-specific or in amodal
format, and whether different conceptual and semantic categories are
stored in separate modules in the brain (see e.g. Damasio, 1989;
Barsalou et al., 2003; Rogers et al., 2004; Patterson et al., 2007;
Barsalou, 2008; Gainotti, 2017). Here below we review lesion evidence
that predominantly leftward temporal lobe structures support the re-
trieval of lexical items including proper names, while damage to right
temporal and bilateral orbital and medial prefrontal regions con-
sistently leads to deficits in retrieving knowledge about individuals,
rather than anomias. While this may suggest a qualitative left–right
distinction between lexico-semantic and conceptual knowledge, it may
also reflect effects on left-dominant language processing acting over
conceptual representations that are otherwise qualitatively similar in
both hemispheres (Gainotti, 2017). As such, we remain agnostic as to
whether the anomias described here below are symptomatic of in-
herently semantic or conceptual deficits.

2.1. The temporal pole and proper names

Converging evidence from semantic dementia, lesion, and func-
tional imaging studies leaves little doubt as to the importance of the left
temporal pole in proper-name retrieval. The right temporal pole sup-
ports the recognition of unique individuals.

Proper names are frequently the first lexical items lost in semantic
variant primary progressive aphasia (svPPA or PPA-S) (Papagno and
Capitani, 1998; Snowden et al., 2004). Left anterior temporal lobe
(ATL) deterioration is a feature of svPPA, which has sometimes been
equated with semantic dementia (SD) or the fluent variant of PPA
(Mummery et al., 2000). Mesulam et al. (2009) distinguish between
svPPA and SD, with deficits in the former being language-specific (loss
of semantic knowledge), whereas, in the latter, impaired face and ob-
ject recognition can accompany semantic deficits. SD is usually marked
by bilateral deterioration of the ATL, with most severe damage occur-
ring in the left temporal pole, where the atrophy is thought to originate
(Papagno and Capitani, 1998; Mummery et al., 1999, 2000; Gorno-
Tempini et al., 2011; Collins et al., 2017).

Papagno and Capitani (1998) found that a svPPA patient with cir-
cumscribed atrophy in the left ATL had no deficits for retrieving
common nouns, but significant deficits in retrieving proper names for
famous people, places, and brands. Naming deficits for famous people
were not accompanied by concomitant deficits in relaying knowledge
about those people. As atrophy progressed throughout the left temporal
lobe, common nouns began to be affected. Snowden et al. (2004) found
that the more significant the atrophy in the left ATL in SD, the greater
the deficits in recognizing and identifying famous names. Atrophy in
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the right ATL correlated with deficits in face recognition and identifi-
cation.

Damasio et al. (1996) found that left temporal-pole lesions across
numerous patients significantly correlated with deficits in naming fa-
mous people (without deficits in recognizing images of them), while no
subjects with retained people naming had temporal-pole lesions. Where
patients had deficits in people naming only, lesions were limited to the
most anterior portion of the left temporal pole. In the same study, Po-
sitron emission tomography (PET) scans of healthy subjects also
showed activations in the left temporal pole for the retrieval of people’s
names. In another PET study, Grabowski et al. (2001) found left tem-
poral-pole activations to be the main effect of naming famous faces and
landmarks versus processing unknown entities. The right temporal pole
was most significantly activated for the recognition of famous faces.

The evidence reviewed above suggests that the left temporal pole is
particularly important in retrieving lexico-semantic information re-
levant to unique entities, while its rightward homologue supports the
retrieval of non-lexical conceptual and perceptual information about
unique entities.

2.2. Beyond the temporal pole: A dispersed network for proper-name
retrieval

Functional imaging studies have indicated that an extensive net-
work beyond the temporal pole supports proper-name retrieval. The
extent of this network, which includes subcortical and limbic structures,
underscores the point that proper-name retrieval does not solely depend
on language-dominant regions of the temporal cortices.

Structures implicated in proper-name retrieval include the left in-
ferior frontal cortex, left medial prefrontal cortex, left retrosplenial
region, left collateral sulcus, left central cortex, right posterior superior
parietal lobe, left temporo-parietal junction, left posterior temporal/
occipital region, left basal ganglia (including the left thalamus), the
amygdala, and the right cerebellum (Gorno-Tempini et al., 1998;
Grabowski et al., 2001; Semenza, 2006, 2011). Based on a combined
PET and lesion study, Damasio et al. (2004) proposed a predominantly
leftward proper-name retrieval network that includes both temporal
poles, the left anterior inferior temporal gyrus, left anterior superior
temporal sulcus, left frontal operculum (pars orbitalis), left anterior
medial prefrontal cortex, and left anterior cingulate gyrus. These au-
thors suggest a rightward network for person-related concept retrieval
that includes the temporal pole, anterior inferior temporal gyrus,
anterior parahippocampal gyrus, lateral occipital lobe, and temporo-
occipital junction.

There is much convergence among the above studies, although
Gorno-Tempini et al. (1998), Grabowski et al. (2001), and Semenza
(2006, 2011), unlike Damasio et al. (2004), all highlight the importance
of left posterior temporal regions bordering the occipital and parietal
lobes in proper-name retrieval. As with studies of SD patients, le-
sion–deficit correlations can help to pinpoint which parts of the proper-
naming network are especially important for the retrieval of conceptual
or lexico-semantic information that supports the recall of a name. Cases
of near global proper-name anomia have occurred in patients with two
very different neural pathologies: left parieto-occipital stroke and left
fronto-temporal lesion (Semenza and Zettin, 1988, 1989), lending
support to the idea that both anterior and posterior cortical regions are
engaged in proper-name retrieval.

Anterior and mediodorsal thalamic damage can result in naming
deficits similar to those associated with the temporal pole, including
increased susceptibility to person over place-name loss (Lucchelli and
De Renzi, 1992; Damasio et al., 1996; Miller et al., 2003) and improved
naming performance when given phonemic as opposed to semantic cues
(Lucchelli and De Renzi, 1992; Semenza and Sgaramella, 1993; Cohen
et al., 1994; Otsuka et al., 2005). We consider there to be strong evi-
dence from lesion and functional imaging studies that left thalamic,
inferior prefrontal–temporal pole, and temporo-occipito-parietal

regions are most consistently implicated in proper-name retrieval.
Further below, we present evidence for these regions’ structural and
functional integration via white-matter tracts.

2.3. Proper-name and common-noun retrieval deficits: Convergent and
divergent patterns

Although we are primarily concerned with proper-name retrieval
deficits, it should be noted that, as atrophy extends posteriorly in the
left temporal lobe of svPPA or SD patients, lexical retrieval deficits
become more extensive, including both proper and object naming, as
well as word association deficits. Grammatical competence and non-
verbal object matching often remain normal (Mesulam et al., 2013).
This raises the possibility that posteriorly connected networks for
proper-name retrieval identified in studies reviewed above are engaged
in broader lexical retrieval.

Nonetheless, evidence of extensive and selective proper-name
anomias (as in Semenza and Zettin, 1988, 1989) suggests that proper-
name retrieval depends, at least in part, on a separate network from
that of other lexical items. In healthy populations, proper names are
generally more difficult to retrieve than common nouns, even in cases
where these lexical items are matched in their phonological form (e.g.
Baker/baker: McWeeny et al., 1987). Cases of selective proper-name
anomias can extend to names of personally familiar people, including
friends and family members, which should presumably be relatively
easy items to retrieve, while sparing infrequently occurring common
nouns (Semenza and Zettin, 1988; Miceli et al., 2000). Lexical retrieval
deficits that pattern with or dissociate from proper-name loss can tell us
much about shared and distinctive cognitive resources upon which
proper-name retrieval depends. We explore these patterns here.

The loss of highly specific common nouns (as in sparrow rather than
bird) can accompany that of proper names in SD patients with pre-
dominantly left ATL atrophy (Gorno-Tempini et al., 2004). This ob-
servation has been corroborated by functional imaging data from
healthy individuals, showing similar activations in the temporal pole
for the retrieval of person names and specific common nouns (Rogers
et al., 2006). This finding contrasts with Damasio et al. (1996), who had
found that patients with lesions mainly in the inferior temporal lobe
typically exhibited deficits in naming animals, while more posterior
temporal lobe lesions, often encroaching on occipital and parietal re-
gions, led to deficits in naming tools. Unlike in SD studies, these authors
did not observe significant correlations between posterior temporal
lesion and proper-name retrieval deficits.

These discrepancies may be explained by partially overlapping
white-matter networks connecting posterior and anterior temporal re-
gions subserving distinct lexical retrieval processes. Mehta et al. (2016)
have shown that, within the left ATL, lesions limited to the temporal
pole correlate with the loss of proper names, while anterior temporal
lesions lying caudally to the polar region correlate with both proper-
name and common-noun loss. These authors also show that such partial
dissociations of lexical retrieval deficits are likely to emerge from dis-
tinct patterns of long-range-association-tract disconnection, with left
UF disconnection from prefrontal areas correlating uniquely to proper-
name loss and left ILF damage, disconnecting posterior temporal and
occipital areas leading to both proper-name and common-noun loss.

These findings suggest that the retrieval of both proper names and
common nouns engages shared cortical regions and white-matter tracts
along the longitudinal axis of the left temporal lobe, whereas the most
anterior portion of the left temporal pole, with its distinctive white-
matter connections, is more specifically engaged in the retrieval of
proper names. Below, we detail the white-matter tracts integrating
thalamic, inferior prefrontal, temporal-pole, and temporo-occipito-
parietal regions often associated with these distinct retrieval deficits.
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2.4. White-matter connections integrating proper-name retrieval regions

Prefrontal and anterior temporal regions implicated in processing
information about individuals and in proper-name retrieval are con-
nected by the uncinate fasciculus (UF). These include the orbitofrontal
cortex (OFC: BA 10, 11, and 47), (ventro)medial prefrontal cortex ([V]
MPFC: BA 12, 25, and 32), temporal pole (BA 38), amygdala, anterior
parahippocampal gyrus (divisible into the entorhinal [BA 28 and 34]
and the perirhinal cortices [BA 35 and 36]), and perhaps the anterior
inferior temporal gyrus (BA 20) (Ebeling and von Cramon, 1992;
Chabardès et al., 2002; Kier et al., 2004; Martino et al., 2011; Thiebaut
de Schotten et al., 2012; Catani et al., 2013; Dick et al., 2014; Vassal
et al., 2016). Atrophy in SD is thought to spread from the anterior
temporal cortex to the VMPFC and the amygdala via progressive de-
generation of the UF (Mummery et al., 2000; Agosta et al., 2009).

Papagno et al. (2011) found that glioma patients who had temporal-
pole and medial temporal portions of the UF removed, showed the
clearest deficits in proper-name retrieval, followed by those who had
the frontal portion resected. On the whole, patients for whom the UF
was preserved retained proper-naming abilities. In a follow-up study,
performance for proper naming remained pathological in patients with
the UF resected, while any other deficits, including the retrieval of
common nouns, had returned to normal. Nonetheless, even in cases of
total or near total UF resection, proper-naming deficits are not total: On
average, patients without the UF scored half as well as those with fully-
retained connections (Papagno et al., 2014). This fact led the authors to
argue, following Semenza (2006), that if there is anything like a module
for proper names, it is not uniquely located in UF-connected regions.
This is supported by the lesion and imaging evidence cited above,
which points to thalamic and temporo-occipito-parietal involvement in
proper-name retrieval.

Given these lesion–deficit associations, white-matter connections to
the thalamus and posterior cortical regions must be integrated in any
full account of proper-name retrieval networks. The ILF runs from the
occipital lobe along the inferior temporal gyrus, connecting the inferior
portion of the temporal pole (Kondo et al., 2003; Papinutto et al.,
2016). The temporal pole’s dorsal portion connects to the auditory
cortex via the middle longitudinal fasciculus (MLF) (Dick and
Tremblay, 2012; Dick et al., 2014; Vassal et al., 2016). Yasuda et al.
(2000) proposed that the inferior longitudinal fasciculus (ILF) in-
tegrates a semantic hub for proper names in the left posterior temporal/
occipital region with a phonological hub in the temporal pole. How-
ever, this proposed network for proper names does not take UF con-
tributions into account and would have a hard time explaining proper-
name retrieval deficits associated with damage to prefrontal regions.

There is evidence that the ILF relays visual content from occipital to
anterior temporal regions: The extent of degradation of bilateral ILF
fibers in children with cerebral visual impairment has been shown to
correlate with the extent of object recognition deficits (Ortibus et al.,
2012). Right ILF degradation has been implicated in both face and
object recognition deficits with retained semantic knowledge (Grossi
et al., 2014), while left ILF dysfunction has been implicated in object-
naming deficits (Shinoura et al., 2010). However, brain stimulation
tasks have failed to confirm ILF involvement in object naming, instead
strongly suggesting a role for the IFOF, which connects occipital and
posterior temporal regions to the OFC (Mandonnet et al., 2007; Duffau
et al., 2005). Damage to the IFOF and UF have also been associated
with loss of recognition of famous individuals from the presentation of
voice stimuli (Papagno et al., 2018). Given the evidence for the ILF’s
involvement in object and face recognition, this tract is a strong can-
didate for relaying visual inputs about people and objects to the ante-
rior temporal lobe. This may go some way to explaining left temporal-
pole involvement in retrieving specific common nouns (Gorno-Tempini
et al., 2004a; Rogers et al., 2006), with the ILF relaying detailed object
information anteriorly, while more general (superordinate) object dis-
tinctions are processed in the posterior temporal/occipital region.

As for the thalamus, its mediodorsal, anteromedial, midline, and
intralaminar nuclei connect to the orbital and medial prefrontal cortices
via two separate loops (Price, 2007). The UF has strikingly similar
limbic, orbital, and medial prefrontal connections to these loops, and
there are direct reciprocal projections from the mediodorsal thalamus
to the amygdala and the temporal pole via the inferior thalamic ped-
uncle (Behrens et al., 2003). A plausible explanation as to why thalamic
lesions should bring about proper-name anomias is that damage dis-
rupts mechanisms for engaging cortical and subcortical regions “to bind
semantic features/concepts to the corresponding lexical representation”
(Crosson, 2013).

2.5. Summary of evidence for distinct proper-name retrieval networks

The lesion and functional-imaging evidence reviewed above sug-
gests that distinct cortical regions at either end of the temporal lobe
support proper-name retrieval: At the rostral extreme, the ATL bilat-
erally support the retrieval of information about highly specific entities,
with the polar regions supporting the retrieval of information about
unique entities. At the caudal end, the posterior temporo-occipito-par-
ietal junction supports the retrieval of information about both super-
ordinate (non-specific) and unique entities. The language-dominant left
hemisphere is implicated in the retrieval of lexical items for both un-
ique and non-unique entities, with the left temporal pole supporting the
retrieval of proper names, the ATL, caudal to the polar region, sup-
porting the retrieval of highly-specific common nouns, and the pos-
terior temporo-occipito-parietal junction supporting the retrieval of
both common nouns and proper names.

The distinct posterior and anterior temporal regions supporting
proper-name retrieval are integrated by partially overlapping white-
matter connections. The temporal pole is connected to the OMPFC by
the uncinate fasciculus (UF). Damage to the left UF in either temporal
or prefrontal lobes affects proper-name retrieval over and above any
other discernible and lasting language deficits. The temporo-occipito-
parietal junction is connected by the inferior fronto-occipital fasciculus
(IFOF) to many of the same inferior PFC regions as the UF. The inferior
longitudinal fasciculus (ILF) connects posterior temporal and occipital
regions to the ATL, terminating caudally to the most anterior temporal-
pole connections of the UF. Distinct studies have implicated both the
ILF and IFOF in the recognition of both unique and non-unique entities,
as well as in naming deficits.

These studies provide strong evidence that the neural substrates of
proper-name retrieval partially overlap with those for the retrieval of
common nouns, particularly in posterior regions of the temporal lobe
connected by the IFOF and ILF. By contrast, when it comes to lexical
retrieval, anterior connections by means of the UF-connected temporal
pole appear to be exclusively involved in the retrieval of proper names.

These white-matter connections to regions implicated in distinct
patterns of proper-name and common-noun retrieval deficits provide
evidence for partially overlapping networks subserving partially over-
lapping processes. Any account of these processes should attempt to
explain how and why such divergent patterns should come about, in-
cluding an explanation of the encoding processes that give rise to the
distinct cortical instantiations described above. In Section 3 we review
evidence that distinct encoding processes in the MTL can give rise to
divergent cortical instantiations of long-term memory that support later
retrieval.

3. Cortico-subcortical connections in dual memory encoding
processes: A model for the emergence of divergent proper-name
retrieval networks

In their studies of the early stages of SD, both Hodges and Graham
(1998) and Papagno and Capitani (1998) note that patients with
atrophy limited to left ATL scored similarly to controls in providing
information about contemporary famous people but worse when it
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came to famous people from the past. The former study proposed that
preserved structural integrity of, and connections to, the hippocampus
in SD allow for the formation of new memories enabling proper name
retrieval, despite the erosion of long-term memories. In a follow-up of
their study, Papagno and Capitani (2001) found that extensive bilateral
atrophy encompassing the parahippocampal gyrus correlated with ex-
tended naming deficits including contemporary famous people. As de-
scribed above, the medial projection of the UF connects to the en-
torhinal and perirhinal cortices, which, in tracing experiments, have
been shown to relay the principal afferent and efferent connections to
and from the hippocampus, including major projections from the UF-
connected temporal pole and orbitofrontal cortex (Amaral and Lavenex,
2007; Van Hoesen et al., 1975; Suzuki and Amaral, 1994; van Hoesen
and Pandya, 1975).

The hippocampal formation has long been known to play an es-
sential role in the encoding of new memories. The UF–anterior para-
hippocampal connections detailed above, and the association of MTL
atrophy with the loss of recently encoded proper names, suggest that
these structures may be crucial to the encoding of proper names.
Elucidating MTL interactions during encoding with regions that later
enable retrieval should give a fuller picture of how the brain processes
proper names. Below, we review literature on MTL regions that support
face–name encoding. Following this, we detail dual-process accounts of
memory encoding, how these point to distinct unitized versus non-
unitized memory systems, and how socio-emotional versus neutral en-
coding processes can help to explain how divergent networks come to
subserve subsequent proper-name retrieval.

3.1. Functional interactions of the MTL and UF-connected regions in
face–name encoding and retrieval

Temporal-pole and prefrontal activations, as well as diffusion tensor
imaging studies, suggest a dual role for the UF in both proper-name
encoding and retrieval. Alm et al. (2016) found that left and right
fractional anisotropy and leftward diffusivity measures in the UF (but
not in the ILF) significantly predicted subjects’ accuracy and learning
rate in a face–name association task. In another task, UF micro-
structural measures were shown not to predict subjects’ ability to
memorize faces that were not associated with a name or any other item.
A similar study (Thomas et al., 2015) also showed that UF micro-
structure correlates with the ability to learn face–place associations.
The authors of this study viewed the correlation as evidence of the UF’s
involvement in rapid associative encoding and recall.

Sperling et al. (2003) and Chua et al. (2007) observed increased
activity in the bilateral anterior hippocampal formation and left inferior
prefrontal cortex during the encoding of face–name associations that
were subsequently remembered. The latter study also noted fusiform
and entorhinal activations at encoding that correlated with subsequent
associative memory, with activity in the perirhinal and fusiform cor-
tices predicting subsequent memory for faces. A separate study has
shown subsequent memory for face–name associations to be sig-
nificantly associated with hippocampal activations during encoding, as
well as a tendency (although non-significant) for perirhinal activations
to occur more often for successful than non-successful encoding of these
associations (Westerberg et al., 2012).

Kirwan and Stark (2004) found that activations during successful
encoding of face–name associations occurred in the left amygdala, right
hippocampus, and right parahippocampal cortex, while activations in
the right perirhinal cortex and parahippocampal cortex predicted sub-
sequent memory regardless of whether single items or associations were
remembered. The retrieval of face–name associations correlated with
activations in the right entorhinal cortex, right hippocampal region,
right parahippocampal cortex, and a subsumed region in the left peri-
rhinal cortex–temporal pole.

Zeineh et al. (2003) found that face–name associative encoding
occurred primarily in the dentate gyrus (DG), CA2, and CA3 of the

hippocampus, target regions of the entorhinal cortex’s perforant
pathway. Meanwhile, the retrieval of names upon presentation of a face
activated the posterior subiculum and a small area of the anterior
parahippocampal gyrus, fitting with the fact that the main efferent
hippocampal pathway runs between these two regions. As the task was
repeated, and face–name associations became better learned, activa-
tions in the hippocampus decreased, while increasing most significantly
in the left anterior prefrontal cortex, left posterior superior temporal
gyrus, right lateral posterior fusiform gyrus, and left ventral occipital
cortex. The strong increase in cortical activity occurred presumably as
information became encoded in (and thus retrievable from) cortical
areas.

These anterior-versus-posterior cortical activations at retrieval fol-
lowing successful face–name encoding mark a similar pattern to those
of retrieval and lesion studies explored in Section 2. Moreover, there is
a consistent pattern of dual anterior and posterior MTL activations
during face–name encoding. Studies of different mnemonic processes in
the MTL can help to sketch out how this pattern emerges and whether it
can motivate broad anterior-versus-posterior divergence in proper-
name retrieval networks. A similar division has been proposed for a
broad range of behaviors in the prominent model of Ranganath and
Ritchey (2012), where the UF-connected memory system supports
person-specific memory, object perception, assessment of an entity’s
significance or value, and subsequent familiarity judgements. Mean-
while a posterior system including cingulate and retrosplenial areas,
but also thalamic, hippocampal, and temporo-occipito-parietal regions,
supports the perceptual processing of scenes, language-based re-
presentations of interactions between entities, actions, and outcomes,
reasoning about others’ mental states (theory of mind), and episodic/
recollection-based memory (Ranganath and Ritchey, 2012).

3.2. Divergent mnemonic processes in the emergence of dual proper-name
retrieval networks

Lesion and functional imaging studies provide extensive evidence
that distinct structures along the longitudinal axis of the MTL support
dual memory encoding processes, giving rise to divergent networks at
retrieval (Yonelinas et al., 2002, 2004; Bowles et al., 2007; Eichenbaum
et al., 2007; Henson et al., 1999; Yonelinas et al., 2005, Vilberg and
Rugg, 2008; Ranganath and Ritchey, 2012).

The predominant paradigm used to elucidate the neural basis of
divergent memory systems compares the behavioral correlates of fa-
miliarity (reporting knowledge that an event or item had been presented
earlier, without being able to recall any details about it) with those of
recollection (recalling details about an earlier event or learning task).
When scanning is carried out during encoding, multiple studies have
found that the anterior parahippocampal gyrus (perirhinal and en-
torhinal cortices) supports the encoding of memories for single items
and item–item associations that are subsequently recognized as familiar
(see Eichenbaum et al., 2007 for review; also Haskins et al., 2008).
Meanwhile the hippocampus predominantly supports the encoding of
single and associated items, allowing for subsequent recollection
(Eichenbaum et al., 2007; Staresina and Davachi, 2006), and the
(posterior) parahippocampal cortex is often activated at encoding when
contexts in which items presented are subsequently remembered (Diana
et al., 2007; Staresina et al., 2011).

When scanning happens at retrieval, MTL activations correlating
with familiarity and recollection parallel with those often identified at
earlier encoding (anterior parahippocampal regions supporting famil-
iarity, the hippocampus supporting recollection, and the para-
hippocampal cortex supporting both item and context memory: Diana
et al., 2007; Eichenbaum et al., 2007). This broad anterior-versus-
posterior divergence extends to cortical retrieval networks: Each of
Henson et al. (1999), Yonelinas et al. (2005), Vilberg and Rugg (2008),
and Ranganath and Ritchey (2012) identify predominant — although
not absolute — anterior-versus-posterior divergence in retrieval
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networks that largely overlap with the anterior-versus-posterior net-
works identified in Subsection 2.2 for proper-name retrieval. Moreover,
thalamic regions, which when damaged have been associated with
proper-name anomias (see also Subsection 2.2), have been shown to
engage the distinct MTL structures identified here for the encoding and
retrieval of memories supporting both familiarity judgements and re-
collection (Aggleton and Brown, 1999; Ketz et al., 2015).

That a dual anterior-versus-posterior pattern of MTL activations at
encoding should parallel with anterior-versus posterior activations at
retrieval is consistent with the view that distinct mnemonic processes
can drive the divergence of networks for proper-name retrieval.
However, in order to use a name, one always has to recall the name
being used, so familiarity, as defined in many of the studies reviewed
above, would be insufficient. This entails that proper-name retrieval,
whether dependent on anterior or posterior networks, must depend on
encoding processes that allow for recollection.

Although recollection and familiarity are defined in terms of di-
chotomous behavioral phenomena at retrieval, the underlying neural
mechanisms need not be purely dichotomous. In keeping with this —
and despite broad anterior-versus-posterior divergence in memory
systems — inferior PFC regions prominently implicated in familiarity
judgements have also been associated with recollection, while in the
parietal lobe, the angular gyrus has been implicated in familiarity-based
retrieval (Ranganath, 2010; Henson et al., 1999; Yonelinas et al., 2005).
At encoding, each of the perirhinal cortex, hippocampus, and para-
hippocampal cortex, or distinct combinations of these regions, have
been shown to support the formation of associations that can support
subsequent recall (Staresina and Davachi, 2006; Staresina et al., 2011;
Ranganath, 2010; Wixted and Squire, 2011). Crucially, however, there
is evidence that these associations are distinct in nature, leading to
divergence in networks, both of which can support recollection, but
with a greater tendency for anterior regions to support familiarity.

Here we review evidence that anterior MTL regions (most promi-
nently the perirhinal cortex, but also the hippocampus) support the
encoding of unitized memory (Staresina and Davachi, 2010; Borders
et al., 2017). Unitization is prominently associated with subsequent
familiarity judgements, but can also support subsequent recall (Graf
and Schacter, 1989; Haskins et al., 2008; Ranganath, 2010; Diana et al.,
2011; Parks and Yonelinas, 2015). Meanwhile, the parahippocampal
cortex and the hippocampus support non-unitized item–context and
item–item associative encoding, commonly associated with subsequent
recall (Diana et al., 2010; Staresina et al., 2011; Ranganath and Ritchey,
2012; Aminoff et al., 2013).

Unitization is an associative process in which two or more separate
items, or features of an item, are combined to form a single mnemonic
unit. This is enabled by perceived structural continuity or coherence
between items and features, or by conceiving separate items as con-
nected due to their being presented concurrently (Graf and Schacter,
1989). Examples include instances where separate words (e.g. steam
and boat) are combined to form a compound word with a new singular
meaning (steamboat), when separable features and items (e.g. color and
item) are encoded together (Haskins et al., 2008; Staresina and
Davachi, 2006, 2010), and when item and source context (e.g. task
performance demands) are unitized (Diana et al., 2008). Unitized
memories can support both recollection and familiarity judgements,
although effects are often found to be greater for familiarity, and the
extent to which items are unitized have been shown to increase fa-
miliarity-based retrieval but not recollection (Parks and Yonelinas,
2015). Effects of unitization on both recollection and familiarity are
greater when associations are made across domains for a range of dif-
ferent stimuli (e.g. face–hobby associations: Parks and Yonelinas,
2015).

The perirhinal cortex has been shown to be particularly implicated
in the encoding of unitized memories. Apart from being activated for
the encoding of item–feature associations (e.g. color–item unitization)
and of stimuli from a single processing domain (word–word

compounds), the perirhinal cortex has also been implicated in cross-
domain (word–picture) and inter-item visual (picture–picture) en-
coding of associations that were later recognized as familiar, and which
have been suggested to result from unitization processes (Haskins et al.,
2008; Park and Rugg, 2011; Staresina and Davachi, 2006, 2010). Based
on lesion studies, it has been suggested that inter-item unitized en-
coding is more prominently supported by the hippocampus and
item–feature unitization by the perirhinal cortex, although there is
evidence for the involvement of each of these regions in either uni-
tization process (Borders et al., 2017). Visual integration of object
fragments to form a unitized item has been shown to occur in the
ventral visual stream prior to perirhinal encoding (Staresina and
Davachi, 2010). These ventral activations occur in multiple regions
connected by the medial branch of the ILF (Latini et al., 2017; Staresina
and Davachi, 2010).

Despite the fact that stimuli used to detect unitized encoding can
vary broadly across studies, the associative processes identified provide
plausible means by which one may attach a name to a unique entity.
For example, face–name and picture–word encoding tasks are com-
parable in that they both involve cross-domain (visual–lexical) asso-
ciations. Ostensibly, both types of tasks also test memory for item–item
associations, as is clear in instances where scenes are presented
alongside unrelated words at encoding (Park and Rugg, 2011). Yet
proper names, by nature of being fixed identifiers of unique entities,
differ considerably from incidental picture–word associations often
used in task situations: Because the link (once established) between a
unique entity and its name is essentially invariable, the name may also
feasibly be encoded as a unitized item–feature association. This seems
especially likely when the concurrent association of a unique entity
with its name is repeated, underscoring the invariable nature of the
association and aiding subsequent unitized recall. A related idea — that
names are “attached to the objects themselves” (i.e. that they bear an
inextricable and direct link to the unique entities they pick out) — was
famously spelled out by John Stuart Mill (1858), spurring much sub-
sequent debate in the philosophy of language.

In the case of unique individuals, face–name item–feature unitiza-
tion may be comparable to making face–voice associations, especially
in cases where individuals introduce themselves by uttering their own
name, a common occurrence in initial face–name association. In such
instances, both voices and names share the property of being con-
currently presented and coherent with the individuals they uniquely
identify, as is typical of associations encoded in a unitized manner (Graf
and Schacter, 1989). The UF has been proposed to support the in-
tegration of both voices and names with information for unique in-
dividuals, while the left temporal pole subserves the retrieval of names
from voice stimuli (Von Der Heide et al., 2013; Waldron et al., 2014).
Hippocampal and perirhinal activations during the encoding of face–-
name associations (e.g. Kirwan and Stark, 2004; Chua et al., 2007;
Westerberg et al., 2012) may result, respectively, from distinct item–-
item (word–image) and intra-item (item–feature) unitization mechan-
isms.

The converse pattern of hippocampal and posterior MTL (para-
hippocampal cortex) activations during face–name encoding (e.g.
Kirwan and Stark, 2004) may be explained in terms of evidence that
these regions support non-unitized item–context and item–item en-
coding (Diana et al., 2007; Eichenbaum et al., 2007). The associative
nature of these encoding processes is perhaps less controversial than
that of unitization, in that they often support explicit recollection of
associated stimuli at retrieval (Diana et al., 2010; Ranganath, 2010;
Ranganath and Ritchey, 2012). As discussed further above, hippo-
campal activations at encoding often predict subsequent item–item
recollection, including face–name pairs, while the hippocampus and
parahippocampal cortex have been implicated in subsequent contextual
item-and-source memory.

There is strong evidence that item-and-source memory supported by
interactions between the hippocampus and parahippocampal cortex is
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processed in a non-unitized manner (Diana et al., 2010). In support of
this, subsequent associative memory for face stimuli presented at a
delay following earlier presentation of place and person names corre-
lated with activations of a left posterior parahippocampal region. On
the other hand, subsequent associative memory for names presented
concurrently with faces correlated with activations in the hippocampus
bilaterally, including an anterior region that also encompassed the
amygdala (Qin et al., 2007).

The posterior encoding of non-unitized item–context and item–item
information may help to explain why posterior cortical regions often
implicated the retrieval of proper names also support common-noun
retrieval. The relationship between proper names, common nouns, and
contextual associations is apparent if we consider that contextual or
episodic details about a person or entity must be relayed with common
nouns, as in ‘Venus is the star that rises in the east in the morning’.

Conversely, the unitization of associations in memory should make
them less amenable to description using common nouns, as in ‘Venus is
the Morning Star’. Indeed, as this example illustrates, common nouns
that themselves may have descriptive meaning, can be combined to
form a proper name, where the descriptive value is diluted or may be
lost completely. One may think of the many (old) places called Newtown
in the English-speaking world or the famous Barcelona stadium el Camp
Nou (literally ‘the new field’). Compound proper names bear striking
similarities to the novel (and often highly specific and evocative)
common-noun compounds considered to be indicative of unitization
processes (Haskins et al., 2008; Parks and Yonelinas, 2015). The fact
that the UF-connected perirhinal cortex supports the encoding of such
associations is suggestive that unitized memory may support the re-
trieval of proper names via the anterior temporal–prefrontal network.

We consider that available evidence supports a dual-process account
whereby unitized (item–item or item–feature) versus non-unitized
(item–item and item–context) encoding can support the association of
proper names with individuating information relevant to unique enti-
ties. This still leaves open questions as to what individuating attributes
might bias encoding towards unitized or non-unitized processes, and
how these may give rise to divergent networks supporting retrieval.
Here below we briefly explore evidence that the encoding of social and
emotional information plays a prominent role in the unitization of in-
formation about unique individuals, enabled by UF connections from
the OMPFC to the MTL. Importantly, the contribution of emotional
information to the unitization process tends to support recollection
supported by UF-connected regions rather than familiarity, thus en-
abling name retrieval. Conversely, the associations between less emo-
tionally arousing stimuli tend to be encoded in a non-unitized manner
alongside contextual information. As we have proposed above, this
contextual encoding process supports the retrieval of proper names
from posterior networks.

3.3. The encoding of socio-emotional information supporting the subsequent
retrieval of proper names

Activations of the amygdala during face–name encoding have been
implicated in subsequent memory effects at retrieval (Sperling et al.,
2003; Kirwan and Stark, 2004). There is extensive literature on
amygdalar involvement in the processing of facial emotion (promi-
nently, but not exclusively, negative emotions), attractiveness (in-
cluding attractive and unattractive faces over neutral faces), and in
making social judgements, such as evaluations of trustworthiness based
on facial attributes (see e.g. Adolphs et al., 1998; Morris et al., 1996;
Adolphs et al., 1994; Tsukiura, 2012).

Dolcos et al. (2004) showed that amygdalar activations increase
during the encoding of emotional but not neutral images, aiding later
retrieval. These activations correlated with those of other anterior MTL
structures, most significantly the entorhinal cortex and the anterior
hippocampus. Posterior portions of the hippocampus and para-
hippocampal gyrus were most significantly activated for neutral stimuli

(see also Luck et al., 2014 for anterior–posterior MTL divergence in
emotional-versus-neutral associative encoding). Within the amygdala,
activation for emotional encoding has been shown to occur primarily in
its basolateral aspect, which connects to fronto-temporal regions, likely
via the UF (Dolcos et al., 2004; Von Der Heide et al., 2013).

In Kensinger and Schacter’s (2006) item–source encoding study,
amygdalar activations were associated with subsequent memory for
both positive and negative emotional word and picture stimuli, but not
for neutral stimuli. The entorhinal cortex was activated for items sub-
sequently remembered, regardless of emotional content, while posterior
parahippocampal and hippocampal activations correlated with sub-
sequent memory for items and task contexts in which they were pre-
sented.

In the prefrontal lobe, the UF-connected OMPFC has been im-
plicated in automatic processing for facial attractiveness, interpreting
the friendliness of facial expressions (O’Doherty et al., 2003), and other
processes of affective evaluation during impression formation (Mitchell
et al., 2005). Functional connectivity between the OFC and hippo-
campus, as well as increased activations in these regions at encoding,
have been shown to predict increased subsequent memory for attractive
over neutral or unattractive faces (Tsukiura and Cabeza, 2011). In their
review of functional imaging literature, Amodio and Frith (2006) con-
cluded that the anterior medial prefrontal cortex processes perceptual
information relevant to people, including observations of social inter-
actions and judgements about the appropriateness of behavior.

Overall, an extensive literature points to bilateral interactions be-
tween the OMPFC, amygdala, anterior medial temporal cortex, and
ultimately, the ATL in the encoding of social and emotional informa-
tion. These same regions are also prominently activated at retrieval (for
review see Dolcos et al., 2017). The ATL has been shown to be selec-
tively responsive to the learning of information about people over in-
formation about tools and buildings, suggesting domain specificity for
processing social information (Simmons et al., 2010). In the same study,
“resting state” functional connectivity of the ATL pointed to prominent
connections with the medial prefrontal cortex, amygdala, and the social
cognition network more broadly (including posterior midline regions),
as well as regions implicated in domain general processing, such as the
hippocampus, perirhinal cortex, and inferior prefrontal cortex
(Simmons et al., 2010; see also Simmons and Martin, 2012).

Olson et al. (2007) propose that the right temporal pole is a hub for
highly-processed sensory inputs combined with social and emotional
responses to those inputs. One possibility is that the right temporal pole
acts as a “storehouse” (ibid.) of conceptual information related to
people, with storage in the left temporal pole being primarily lexical
rather than conceptual (thus supporting the retrieval of proper names).
Alternatively, similar person-related conceptual information may be
stored in both hemispheres, with only leftward lesions affecting lan-
guage processes leading to deficits in lexical retrieval (see Gainotti,
2017).

UF dysfunction is associated with deficits and disorders that un-
derscore its crucial role in social and emotional cognition. These in-
clude associations with neuropsychiatric disorders (psychopathy, anti-
social personality disorder, and deficit schizophrenia), abnormal
personality traits related to these disorders (emotional detachment,
diminished emotional range, restricted affect, diminished social drive,
and antisocial behaviors), and socio-emotional impairments emergent
in neurodegenerative diseases, paralleling with those of neuropsychia-
tric disorders (monotone voicing, loss of facial expressions, loss of
empathy, diminished affect, withdrawal) (Craig et al., 2009; Motzkin
et al., 2011; Anderson et al., 1999; Harlow, 1993; Motzkin et al., 2011;
Thiebaut de Schotten et al., 2015; Kitis et al., 2012; Von Der Heide
et al., 2013).

Activations in the OMPFC and hippocampus at encoding, as well as
functional connectivity between these regions, have been shown to
correlate with increased subsequent memory for names that had been
associated with smiling faces over those associated with a neutral
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expression. Furthermore, activity and functional connectivity between
these regions and the anterior parahippocampal gyrus was associated
with improved retrieval performance (Tsukiura and Cabeza, 2008).
Within healthy populations, variability in the connectivity of UF from
the orbitofrontal cortex (OFC) to the ATL has been shown to predict
proficiency in learning face–name associations (Metoki et al., 2017).

Finally, and importantly for the dual-process account presented
here, there is strong evidence that the encoding of emotional in-
formation influences whether associated stimuli become unitized in
memory or not (see Chiu et al., 2013 and Murray and Kensinger, 2013
for reviews). The effects of emotion on item and associative memory
often vary according to the nature of stimuli presented, the nature of
associations between items, the contexts in which they are presented,
how emotionally arousing they are, and whether they are positively or
negatively valenced (Dolcos et al., 2017). Nonetheless, there is a gen-
eral tendency for emotionally arousing stimuli and their constituent
features (item–feature unitizations) to be better remembered than are
non-emotional stimuli, and that this potentiates recollection rather than
familiarity. This effect increases over time and often involves interac-
tion between the amygdala and anterior (para)hippocampal regions
(Mather, 2007; Murray and Kensinger, 2013; Yonelinas and Ritchey,
2015).

This last point is especially important given that proper-name re-
trieval requires mnemonic resources to support explicit recollection,
while unitization had been shown to predominantly support subsequent
familiarity judgements. The encoding of emotional information as part
of unitized associations appears to tip the balance in favor of re-
collection over familiarity. Increased anterior parahippocampal and
OMPFC activations for successful recollection of smiling face–name
associations (Tsukiura and Cabeza, 2008) suggest that the retrieval
advantage conferred by emotional encoding may be due to unitization
processes dependent on the UF-connected network. Conversely, emo-
tion often has null or negative effects on the encoding of contextual
details (Yonelinas and Ritchey, 2015). When emotional items are pre-
sented as part of a scene, the details of these items are often encoded at
the expense of peripheral contextual details, while the opposite is true
for neutral items, which are often remembered better when con-
textually associated (Kensinger and Schacter, 2006; Mather, 2007).

We propose that socio-emotional information, readily derived from
the facial (and behavioral) expressions and characteristics of unique
individuals, is encoded in a unitized manner alongside proper names.
These unitized memories support the subsequent retrieval of names
from the UF-connected anterior temporal–prefrontal network. We
propose that this unitization process is potentiated by the presentation
or utterance of a name concurrently with the encoding of visual in-
formation for unique entities. Furthermore, we propose that the hip-
pocampus and parahippocampal cortex enable non-unitized item–item
and item–context encoding of less emotionally arousing information
relevant to unique entities, supporting the subsequent retrieval of
proper names from posterior networks.

3.4. Summary of evidence for dual encoding processes supporting
subsequent network divergence in the retrieval of proper names

Naming deficits in neurodegenerative diseases point to the im-
portance of the MTL in supporting the retrieval of recently encoded
proper names. Motivated by this region’s crucial role in the encoding of
new memories, here we have reviewed evidence that multiple struc-
tures dispersed along the MTL’s longitudinal axis are activated during
the associative encoding of proper names and the faces of individuals
they pick out. Structures prominently implicated in face–name en-
coding include the amygdala, entorhinal and perirhinal cortices, hip-
pocampus, and parahippocampal cortex.

Evidence points to anterior-versus-posterior divergence in the en-
coding processes supported by these structures: Activations of the
anterior parahippocampal region are prominently implicated in the

encoding of items and associations subsequently recognized as familiar,
while hippocampal and posterior parahippocampal activations are
more often implicated at encoding when item–item associations and
contextual details are later recalled. Similarly, at retrieval, hippocampal
and posterior parahippocampal regions are also regularly activated
during item–context and item–item associative recall, while perirhinal
activations are often associated with familiarity judgements. Anterior-
versus-posterior divergence at retrieval extends beyond the MTL, in-
cluding prominent activations at the temporo-occipito-parietal junction
for recollection and anterior temporal and orbitofrontal activations for
familiarity. These networks suggest a divergence in retrieval networks
similar to that reviewed in Section 2 for proper names.

However, given that the anterior network implicated in proper-
name retrieval supports recall and not just familiarity, we have sought
to detail the neural processes that underlie each of these behavioral
phenomena. Strong evidence points to perirhinal activations in the
encoding of unitized associative memories that subsequently support
familiarity judgements, largely dependent on anterior temporal–pre-
frontal connections. Crucially, this UF-connected network also supports
recollection of unitized memories, especially potentiated when emo-
tional information is encoded as part of unitized associations. This
emotionally supported unitization is enabled by interactions between
the anterior parahippocampal gyrus, amygdala, OMPFC, and, possibly,
the hippocampus. Indeed, emotionally expressive face–name associa-
tions are better remembered than those for neutral faces and names,
with both encoding and retrieval of these associations showing in-
creased activations in UF-connected regions. Non-unitized item–item
associative, contextual, and non-emotional (neutral) encoding, is pre-
dominantly supported by the hippocampus and parahippocampal
cortex. We propose that these encoding processes subserve the sub-
sequent retrieval of proper names via activations of posterior cortical
regions at the temporo-occipito-parietal junction.

3.5. Dual encoding and retrieval processes in the light of selective proper-
name anomias

Given that our exploration of encoding and retrieval networks is
partly motivated by lesion evidence that the brain processes proper
names in a category-specific manner, our model should be able to ac-
count for instances where proper-name anomias are almost total, while
the retrieval of common nouns is broadly spared. Although the dual-
process account provides relatively clear reasoning for instances ―
typical in the semantic dementia literature ― where the loss of proper
names patterns with that of common nouns, or where the retrieval of
proper names alone tends to be partially disturbed, our model may have
more difficulty where proper names are exclusively and extensively
lost.

In the most clear-cut case of which we are aware (Semenza and
Zettin, 1988), a patient (PC) following left parieto-occipital stroke,
could not name any famous people, cities, countries, rivers, or moun-
tains in an associative recall test. PC could freely recall just five re-
latives’ names and five city names (including his home city) in the space
of a minute. At times during assessment he was observed to be able to
use the name of his native country (Italy) and to consistently recall the
names of his wife and son. Under our model, such near total loss of
proper names may be expected to result from damage to both fronto-
temporal and temporo-occipito-parietal networks. Nonetheless, the
ability to retrieve certain proper names of particular socio-emotional
importance is consistent with partial sparing of fronto-temporal con-
nections and/or retained anterior MTL integrity, allowing for the re-
tention or relearning of proper names regularly encountered in daily
life.

Another case of near global proper-name anomia (LS), described by
the same authors, resulted from left fronto-temporal lesion (Semenza
and Zettin, 1989). LS’s retrieval of geographical names was better re-
lative to PC, consistent with the prediction of our model that the
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sparing of the temporo-occipito-parietal region should allow for com-
paratively better retrieval of proper names of lesser socio-emotional
importance. Seemingly inconsistent with our model is the fact that LS
was also better at retrieving relative’s names than PC. As the authors
note, however, these names had to be relearned subsequent to the le-
sion and during the months before testing, consistent with retained
structural integrity and connections of the anterior MTL, allowing for
the encoding of recently encountered names.

Perhaps more challenging to our account is the fact that, in the first
case study, PC could recall detailed world knowledge in the form of
descriptions about the unique entities he could not name. Our model
predicts that posterior damage is more likely to correlate with loss of
both common nouns and proper names. Nonetheless, as the authors
suggest, PC’s deficits point to problems in accessing the output lexicon,
connecting to phonological or graphemic form (Semenza and Zettin,
1989). While there is no evidence that the output lexicon is categori-
cally organized in a manner comparable to conceptual or semantic in-
formation (see Semenza, 2009), PC’s deficits suggest that a category-
specific lexical access mechanism may have been damaged (Semenza
and Zettin, 1989). Relative sparing of the left posterior temporal lobe
may explain the retention of PC’s conceptual knowledge associated
with unique entities, while access to output systems for proper-name
use from this posterior region may have been all but completely lost.

3.6. A model for the encoding and retrieval of proper names in the ventral
semantic stream

Accounts of left UF function based largely on early functional
imaging studies of language processing had proposed this tract to be
involved in basic syntactic processing (Friederici, 2011; Friederici et al.,
2006; Friederici and Gierhan, 2013), while more recent accounts (e.g.
Friederici and Singer, 2015) propose there to be a dual ventral stream
for semantics supported by white-matter tracts connecting prefrontal
and temporal lobes. This raises questions as to which semantic pro-
cesses are subserved by the UF, ILF, and IFOF.

The evidence we have reviewed here suggests one possible answer,
with the left UF — connecting the OMPFC, amygdala, and the anterior
MTL — enabling unitized proper-name encoding and retrieval, and
bilaterally supporting social and emotional processing. Meanwhile the
ILF and IFOF are likely crucial for relaying visual information from the
occipital lobe to the MTL and OMPFC, respectively, before UF con-
nections integrate these with socio-emotional information. ILF and
IFOF connections to the posterior temporo-occipito-parietal region are
also likely to support the retrieval of both proper names and common
nouns. This may include lexical (indeed sentential) associations be-
tween proper names and common nouns that provide contextual in-
formation (for example definite descriptions, discussed below). We
propose that such associations are enabled by earlier item–item,
item–context, and neutral (non-emotional) encoding processes in the
hippocampus and parahippocampal cortex. This model is summarized
in Fig. 1.

4. Conclusion: Implications of the dual-process account for
classical theories of naming and reference, and outstanding issues
for further inquiry

Here below we briefly explore the possibility that the dual-process
account of proper-name encoding and retrieval can inform long-
standing debates about the meanings that these lexical items pick out.
We consider three of the most influential perspectives on the matter
here.

4.1. Classical theories in the light of evidence for dual processes in the
encoding and retrieval of proper names

A prominent view of the semantics of proper names, associated with

John Stuart Mill, takes it that they directly refer to unique entities in the
world. In Mill’s own words, proper names “denote the individuals who
are called by them … are attached to the objects themselves, and are
not dependent upon the continuance of any attribute of the object”
(Mill, 1858, pp. 21–22; see also Kripke, 1972). On Mill’s account,
naming a unique entity should depend on neural structures necessary
for the perception of that entity, the association perceptual information
with lexical or phonological form, and the committal of this association
to memory, allowing for subsequent retrieval. Mill’s proposal is most
consistent with evidence that proper names are encoded in a unitized
manner alongside information derived from unique entities.

However, this account seems inconsistent with evidence that
UF–MTL connections encode socio-emotional evaluations and im-
pressions with perceptual information about unique entities. There is
evidence that these processes may be crucial for subsequent unitization-
based recall of proper names. Socio-emotional encoding processes also
suggest contributions to the meaning of a name that are internal to the
speaker who uses it. This goes beyond the perceive–encode–associa-
te–retrieve architecture that would better support Mill’s theory of direct
reference for proper names.

On the other hand, Frege (1948) considered that proper names do
not directly refer, but instead pick out a sense of an entity which can
vary, roughly, according to the context in which it is presented, or
perhaps the perspective from which it is perceived (for Frege, the en-
tity’s mode of presentation). Thus, the change in context makes it pos-
sible for Venus to be called the Morning Star when it appears in the east
but the Evening Star when appearing in the west. Frege’s argument that
proper names, rather than being attached directly to the entity being
named, instead pick out an external sense that is determined by context
or perspective, shares certain aspects of both the unitized and item–-
context accounts of proper-name encoding and retrieval. On the one
hand, the observation that contextual factors influence the meaning of a
name parallels with evidence that item–context encoding can support
proper-name retrieval. However, for Frege, the senses that proper
names picked out were inherent in their meaning, which is distinct from
the non-unitized associations that item–context memory encodes. If
senses are considered to be meanings determined by perspective, this
may be more compatible with evidence that information extracted from
perceptual inputs is encoded in a unitized manner alongside proper
names. Again, however, evidence that socio-emotional encoding makes
an important contribution to the unitization process would suggest that
senses are internal and variable according to the speaker who uses a
name, rather than solely determined by external context.

Finally, influential accounts extending from the work of Bertrand
Russell consider meanings of proper names to be equated with de-
scriptions, sets of descriptions, or sets of properties of unique entities
(Russell, 1911; Searle, 1958). Thus, a description such as ‘The in-
dependent senator from Vermont’, which picks out a unique entity,
could (at least partly) be equated with the meaning picked out by the
proper name Bernie Sanders. Intriguingly, the detached contextual
nature of non-unitized encoding, whereby the associations can be de-
scribed using common nouns, has parallels with Russell’s (1911) ac-
count that the meanings which proper names pick out can be equated
with definite descriptions. This is underscored by evidence that pos-
terior cortical regions support both proper-name and common-noun
retrieval.

However, the contributions of socio-emotional encoding and uni-
tization strongly suggest that definite descriptions cannot, on their own,
account for the meanings that proper names pick out. When definite
descriptions are converted into proper names (the white house versus The
White House), this may be supported by the unitization of socio-emo-
tional information in anterior regions.
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4.2. Concluding remarks: Future directions for research into proper-name
encoding and retrieval

Our proposal that distinct unitized versus non-unitized encoding
processes drive the divergence of proper-name retrieval networks
makes various predictions that can be experimentally tested. These
include predictions of divergence in the associative encoding of proper
names versus common nouns, and that both featural emotion and the
(non-)concurrent presentation of stimuli should have differential effects
on how proper names are associatively encoded. We briefly overview
potential ways to test these predictions here below.

The potentiation of subsequent associative memory by emotion —
shown to improve retrieval of smiling face–name associations, depen-
dent on UF-connected regions (Tsukiura and Cabeza, 2008) — should
be expected to diminish when names are presented non-concurrently
with emotional faces. Where non-concurrent emotional face–name en-
coding is successful, this may be expected to activate the para-
hippocampal cortex, suggesting non-unitized encoding or non-atten-
dance of emotional information. Qin et al. (2007) found such
activations for non-concurrent neutral face–person name and neutral
face–place name associations.

Our proposal that emotional face–proper name associations are
particularly receptive to unitized encoding, aiding subsequent recall,
also entails that associations a.) between emotional faces and common
nouns, and b.) between proper names and individuating descriptions,
should be less receptive, instead tending towards non-unitized en-
coding. While it is to be expected that associative memory for common
nouns should be better than for proper names (McWeeny et al., 1987;
Cohen, 1990), one could measure the effect of emotional facial ex-
pression, trustworthiness, or attractiveness on subsequent memory for

concurrently and non-concurrently presented faces, names, occupa-
tions, or other common-noun descriptors such as possessions. Under our
account, the potentiating effect of emotional arousal on subsequent
memory would be expected to improve recall of concurrently presented
faces and proper names to a greater extent than faces and common
nouns, an effect that may increase over time (see Yonelinas and
Ritchey, 2015).

The association of names with descriptions of people may be ex-
pected to differentially activate hippocampal and posterior hippo-
campal structures. Under a paradigm where emotional faces, names,
and descriptions are presented both concurrently and non-concurrently
with each other, our model predicts that encoding and retrieval of
emotional face–name associations should depend on structures in the
UF-connected network to a greater extent than other types of associa-
tion. Subsequent memory is expected to be worst for proper nouns as-
sociated with non-concurrently presented faces. Where proper names
can be successfully retrieved in such instances, this would be expected
to depend to a greater extent on successful associations with common-
noun descriptors, and less on emotionally arousing facial features.
Retrieval in such instances should also be expected to differentially
depend on the parahippocampal cortex and, as memories become better
encoded, on temporo-occipito-parietal regions.

A related prediction of our model is that subsequent memory for
concurrent face–name–voice associations should potentiate subsequent
name retrieval due to the unitized nature of the stimuli, where a name,
like a voice, may be encoded as a feature of an individual. The unitizing
effect of using individuating voices is expected to increase where un-
ique individuals are shown to utter their own names. Encoding and
retrieval in these instances is expected to depend on the UF-connected
network. Under our account, this effect should be greater for proper

Fig. 1. Illustration of networks related to proper-name encoding and retrieval: A. Proper-name encoding: 1) The IFOF and ILF relay visual information from the
occipital lobe to the orbital and medial prefrontal cortices (OMPFC) and anterior medial temporal lobe (MTL), respectively, where processing of social and emotional
information relevant to unique entities occurs. 2) The medial UF, connecting both amygdala and OMPFC, integrates socially and emotionally processed information
relevant to individuals, encoding this in a unitized manner via perirhinal and, possibly, entorhinal connections in the MTL. Specific object information, relayed by the
ILF, may become processed in terms of its social and emotional relevance via the amygdala and OMPFC connections of the UF. The hippocampus is connected to these
structures via the perforant path, and subserves both item–item unitization and non-unitized associative encoding. Anterior and mediodorsal thalamic nuclei engage
these MTL regions to bind individuating and lexical information. 3) Non-unitized item–item and item–context associations are encoded via interactions of the
hippocampus and parahippocampal cortex.
B. Proper-name retrieval: 4) UF connections between the OMPFC and temporal pole enable retrieval of proper names via unitized visual, auditory and socio-
emotional information, encoded earlier through anterior MTL structures. 5) Lateral anterior temporal connections of the ILF terminate posteriorly to those of the UF,
subserving the retrieval of information relevant to specific common nouns and definite noun phrases. Integration of this information with socio-emotional in-
formation in the anterior MTL may enable the retrieval of definite noun phrases as proper names from anterior polar areas. 6) Information encoded in the posterior
temporal region, bordering parietal and occipital lobes, supports both common-noun and proper-name retrieval, enabled by previously encoded non-unitized
item–item and item–context associative memories.
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names than for face–voice–description associations, which we expect to
comparatively resist unitization. A separate contrast for face–name–-
description associations could be made where a third-party voice ‘in-
troduces’ the individual. We consider that use of auditory stimuli in
these contrasts would increase the ecological validity for how face–-
name associations are typically made. If names indeed tend to be dif-
ferentially encoded as features of individuals, emotional arousal should
be expected to potentiate subsequent memory for proper names over
descriptions, especially in cases where individuals introduce them-
selves.

Much of the evidence to support our model, including the manip-
ulations suggested here to test it, are derived from face–name associa-
tion paradigms. Faces transmit social and emotional signals perhaps
more regularly and clearly than any other stimuli, and provide a rela-
tively easy means to control for the influence of these signals on asso-
ciative encoding. However, a potential criticism stemming from this
same evidence is that our model may not extend beyond people’s names
to those for unique objects, places, or other entities.

Despite these reservations, evidence for similar left temporal-pole
activity for both landmarks and people’s names (Grabowski et al.,
2001), suggests that the influence of socio-emotional and unitized en-
coding may bear on all proper names. It has been shown that activa-
tions in the perirhinal cortex track subjects’ cumulative lifetime ex-
perience with objects and object concepts (Duke et al., 2017). This may
be indicative of increasing unitization processes over time as a result of
an object’s perceived social relevance and/or the emotion it arouses. It
is just such objects that one could expect to be named with a proper
name.

An interesting paradigm to test the dual-encoding account for object
or place names would be to measure the effect of previous experience
with visual stimuli on subsequent memory for definite descriptions,
indefinite descriptions, and proper names. Under our account, the effect
of increased lifetime experience with an object or location should be
expected, relatively speaking, to increase subsequent memory (in-
cluding the duration of memories) for associated proper names more so
than for associated descriptions, with indefinite descriptions showing
the smallest effect of previous experience with the object. Conversely,
associated descriptions should be better remembered than proper
names when attached to recently encountered stimuli. Just as with the
Baker/baker paradigm, one could contrast the use of proper names that
take the form of capitalized definite descriptions with non-capitalized
definitions (e.g. [The] New Harbor versus [the] new harbor).

In terms of the philosophical questions that have interested us here,
we do not expect that support or refutation of our model can reconcile
age-old debates about how language and the mind interact with unique
entities in the world. Nonetheless, we hope that the evidence presented
here of how internal neural processes contribute to the meaning of a
name may inform these philosophical issues. Similarly, we think that it
should be interesting to neuroscientists that findings which have ac-
cumulated in distinct research streams over the past three decades point
towards a dualism in the brain mechanisms for proper-name encoding
and retrieval (unitized versus item–context associative) that parallel in
many ways with dual conceptualizations in the philosophy of language
(denotational versus descriptive) of how these lexical items pick out
unique entities.

Declaration of Competing Interest

None.

Acknowledgements

The authors would like to thank Cedric Boeckx, Alexandra Abell
Bertola, and Pedro Martins for careful readings and helpful comments
on earlier drafts of this article. TOR acknowledges support from the
Generalitat de Catalunya in the form of a doctoral fellowship (FI 2019).

RDB acknowledges support from European Commission FP7 Ideas,
Grant Agreement ERC-StG-313841 and Ministerio de Ciencia,
Innovación y Universidades, which is part of Agencia Estatal de
Investigación (AEI), through the project BFU2017-87109-P (co-funded
by the European Regional Development Fund, ERDF, a way to build
Europe). We thank CERCA Programme / Generalitat de Catalunya for
institutional support.

References

Adolphs, R., Tranel, D., Damasio, A.R., 1998. The human amygdala in social judgment.
Nature 393 (6684), 470–474. https://doi.org/10.1038/30982.

Adolphs, R., Tranel, D., Damasio, H., Damasio, A.R., 1994. Impaired recognition of
emotion in facial expressions following bilateral damage to the human amygdala.
Nature 372 (6507), 669–672. https://doi.org/10.1038/372669a0.

Aggleton, J.P., Brown, M.W., 1999. Episodic memory, amnesia, and the hippocampa-
l–anterior thalamic axis. Behav. Brain Sci. 22 (03), 425–444. https://doi.org/10.
1017/S0140525X99002034.

Agosta, F., Henry, R.G., Migliaccio, R., Neuhaus, J., Miller, B.L., Dronkers, N.F., et al.,
2009. Language networks in semantic dementia. Brain 133 (1), 286–299. https://doi.
org/10.1093/brain/awp233.

Alm, K.H., Rolheiser, T., Olson, I.R., 2016. Inter-individual variation in fronto-temporal
connectivity predicts the ability to learn different types of associations. NeuroImage
132, 213–224. https://doi.org/10.1016/j.neuroimage.2016.02.038.

Amaral, D., Lavenex, P., 2007. Hippocampal neuroanatomy. In: Andersen, P., Morris, R.,
Amaral, D., Bliss, T., O’Keefe, J. (Eds.), The Hippocampus Book. Oxford University
Press, New York, pp. 37–114.

Aminoff, E.M., Kveraga, K., Bar, M., 2013. The role of the parahippocampal cortex in
cognition. August 1. Trends Cogn. Sci. https://doi.org/10.1016/j.tics.2013.06.009.
Elsevier Current Trends.

Amodio, D.M., Frith, C.D., 2006. Meeting of minds: the medial frontal cortex and social
cognition. Nat. Rev. Neurosci. 7 (4), 268–277. https://doi.org/10.1038/nrn1884.

Anderson, S.W., Bechara, A., Damasio, H., Tranel, D., Damasio, A.R., 1999. Impairment of
social and moral behavior related to early damage in human prefrontal cortex. Nat.
Neurosci. 2 (11), 1032–1037. https://doi.org/10.1038/14833.

Barsalou, L.W., 2008. Grounded cognition. Annu. Rev. Psychol. 59 (1), 617–645. https://
doi.org/10.1146/annurev.psych.59.103006.093639.

Barsalou, L.W., Simmons, W.K., Barbey, A.K., Wilson, C.D., 2003. Grounding conceptual
knowledge in modality-specific systems. Trends Cogn. Sci. 7 (2), 84–91. https://doi.
org/10.1016/S1364-6613(02)00029-3.

Behrens, T.E.J., Johansen-Berg, H., Woolrich, M.W., Smith, S.M., Wheeler-Kingshott,
C.a.M., Boulby, P.a., et al., 2003. Non-invasive mapping of connections between
human thalamus and cortex using diffusion imaging. Nat. Neurosci. 6 (7), 750–757.
https://doi.org/10.1038/nn1075.

Borders, A.A., Aly, M., Parks, C.M., Yonelinas, A.P., 2017. The hippocampus is particu-
larly important for building associations across stimulus domains. Neuropsychologia
99, 335–342. https://doi.org/10.1016/j.neuropsychologia.2017.03.032.

Bowles, B., Crupi, C., Mirsattari, S.M., Pigott, S.E., Parrent, A.G., Pruessner, J.C., et al.,
2007. Impaired familiarity with preserved recollection after anterior temporal-lobe
resection that spares the hippocampus. Proc. Natl. Acad. Sci. 104 (41), 16382–16387.
https://doi.org/10.1073/pnas.0705273104.

Catani, M., Mesulam, M.M., Jakobsen, E., Malik, F., Martersteck, A., Wieneke, C., et al.,
2013. A novel frontal pathway underlies verbal fluency in primary progressive
aphasia. Brain 136 (8), 2619–2628. https://doi.org/10.1093/brain/awt163.

Chabardès, S., Kahane, P., Minotti, L., Hoffmann, D., Benabid, A.-L., 2002. Anatomy of
the temporal pole region. Epileptic Disord. 4 Suppl. 1D (Suppl. 1), S9–15. Retrieved
from. http://www.ncbi.nlm.nih.gov/pubmed/12424085.

Chiu, Y.-C., Dolcos, F., Gonsalves, B.D., Cohen, N.J., 2013. On opposing effects of emotion
on contextual or relational memory. Front. Psychol. 4, 103. https://doi.org/10.3389/
fpsyg.2013.00103.

Chua, E.F., Schacter, D.L., Rand-Giovannetti, E., Sperling, R.A., 2007. Evidence for a
specific role of the anterior hippocampal region in successful associative encoding.
Hippocampus 17 (11), 1071–1080. https://doi.org/10.1002/hipo.20340.

Cohen, G., 1990. Why is it difficult to put names to faces? Br. J. Psychol. 81 (3), 287–297.
https://doi.org/10.1111/j.2044-8295.1990.tb02362.x.

Cohen, L., Bolgert, F., Timsit, S., Chermann, J.F., 1994. Anomia for proper names after
left thalamic infarct. J. Neurol. Neurosurg. Psychiatr. 57 (10), 1283–1284. https://
doi.org/10.1136/jnnp.57.10.1283.

Collins, J.A., Montal, V., Hochberg, D., Quimby, M., Mandelli, M.L., Makris, N., et al.,
2017. Focal temporal pole atrophy and network degeneration in semantic variant
primary progressive aphasia. Brain 140 (2), 457–471. https://doi.org/10.1093/
brain/aww313.

Craig, M.C., Catani, M., Deeley, Q., Latham, R., Daly, E., Kanaan, R., et al., 2009. Altered
connections on the road to psychopathy. Mol. Psychiatry 14 (10), 946–953. https://
doi.org/10.1038/mp.2009.40. 907.

Crosson, B., 2013. Thalamic mechanisms in language: a reconsideration based on recent
findings and concepts. Brain Lang. 126 (1), 73–88. https://doi.org/10.1016/j.bandl.
2012.06.011.

Damasio, A.R., 1989. The brain binds entities and events by multiregional activation from
convergence zones. Neural Comput. 1 (1), 123–132. https://doi.org/10.1162/neco.
1989.1.1.123.

Damasio, H., Grabowski, T.J., Tranel, D., Hichwa, R.D., Damasio, A.R., 1996. A neural
basis for lexical retrieval. Nature 380 (6574), 499–505. https://doi.org/10.1038/

T. O’Rourke and R. de Diego Balaguer Neuroscience and Biobehavioral Reviews 108 (2020) 308–321

318

https://doi.org/10.1038/30982
https://doi.org/10.1038/372669a0
https://doi.org/10.1017/S0140525X99002034
https://doi.org/10.1017/S0140525X99002034
https://doi.org/10.1093/brain/awp233
https://doi.org/10.1093/brain/awp233
https://doi.org/10.1016/j.neuroimage.2016.02.038
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0030
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0030
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0030
https://doi.org/10.1016/j.tics.2013.06.009
https://doi.org/10.1016/j.tics.2013.06.009
https://doi.org/10.1038/nrn1884
https://doi.org/10.1038/14833
https://doi.org/10.1146/annurev.psych.59.103006.093639
https://doi.org/10.1146/annurev.psych.59.103006.093639
https://doi.org/10.1016/S1364-6613(02)00029-3
https://doi.org/10.1016/S1364-6613(02)00029-3
https://doi.org/10.1038/nn1075
https://doi.org/10.1016/j.neuropsychologia.2017.03.032
https://doi.org/10.1073/pnas.0705273104
https://doi.org/10.1093/brain/awt163
http://www.ncbi.nlm.nih.gov/pubmed/12424085
https://doi.org/10.3389/fpsyg.2013.00103
https://doi.org/10.3389/fpsyg.2013.00103
https://doi.org/10.1002/hipo.20340
https://doi.org/10.1111/j.2044-8295.1990.tb02362.x
https://doi.org/10.1136/jnnp.57.10.1283
https://doi.org/10.1136/jnnp.57.10.1283
https://doi.org/10.1093/brain/aww313
https://doi.org/10.1093/brain/aww313
https://doi.org/10.1038/mp.2009.40
https://doi.org/10.1038/mp.2009.40
https://doi.org/10.1016/j.bandl.2012.06.011
https://doi.org/10.1016/j.bandl.2012.06.011
https://doi.org/10.1162/neco.1989.1.1.123
https://doi.org/10.1162/neco.1989.1.1.123
https://doi.org/10.1038/380499a0


380499a0.
Damasio, H., Tranel, D., Grabowski, T.J., Adolphs, R., Damasio, A.R., 2004. Neural sys-

tems behind word and concept retrieval. Cognition 92 (1–2), 179–229. https://doi.
org/10.1016/j.cognition.2002.07.001.

Diana, R.A., Van Den Boom, W., Yonelinas, A.P., Ranganath, C., 2011. ERP correlates of
source memory: unitized source information increases familiarity-based retrieval.
Brain Res. 1367, 278–286. https://doi.org/10.1016/j.brainres.2010.10.030.

Diana, R.A., Yonelinas, A.P., Ranganath, C., 2007. Imaging recollection and familiarity in
the medial temporal lobe: a three-component model. Trends Cogn. Sci. 11 (9),
379–386. https://doi.org/10.1016/j.tics.2007.08.001.

Diana, R.A., Yonelinas, A.P., Ranganath, C., 2008. The effects of unitization on famil-
iarity-based source memory: testing a behavioral prediction derived from neuroi-
maging data. J. Exp. Psychol. Learn. Mem. Cogn. 34 (4), 730–740. https://doi.org/
10.1037/0278-7393.34.4.730.

Diana, R.A., Yonelinas, A.P., Ranganath, C., 2010. Medial temporal lobe activity during
source retrieval reflects information type, not memory strength. J. Cogn. Neurosci. 22
(8), 1808–1818. https://doi.org/10.1162/jocn.2009.21335.

Dick, A.S., Bernal, B., Tremblay, P., 2014. The language connectome: new pathways, new
concepts. Neuroscientist 20 (5), 453–467. https://doi.org/10.1177/
1073858413513502.

Dick, A.S., Tremblay, P., 2012. Beyond the arcuate fasciculus: consensus and controversy
in the connectional anatomy of language. Brain 135 (12), 3529–3550. https://doi.
org/10.1093/brain/aws222.

Dolcos, F., Katsumi, Y., Weymar, M., Moore, M., Tsukiura, T., Dolcos, S., 2017. Emerging
directions in emotional episodic memory. Front. Psychol. 8, 1867. https://doi.org/
10.3389/fpsyg.2017.01867.

Dolcos, F., LaBar, K.S., Cabeza, R., 2004. Interaction between the amygdala and the
medial temporal lobe memory system predicts better memory for emotional events.
Neuron 42 (5), 855–863. https://doi.org/10.1016/S0896-6273(04)00289-2.

Duffau, H., 2005. New insights into the anatomo-functional connectivity of the semantic
system: a study using cortico-subcortical electrostimulations. Brain 128 (4), 797–810.
https://doi.org/10.1093/brain/awh423.

Duke, D., Martin, C.B., Bowles, B., McRae, K., Köhler, S., 2017. Perirhinal cortex tracks
degree of recent as well as cumulative lifetime experience with object concepts.
Cortex 89, 61–70. https://doi.org/10.1016/j.cortex.2017.01.015.

Ebeling, U., Cramon, Dv., 1992. Topography of the uncinate fascicle and adjacent tem-
poral fiber tracts. Acta Neurochir. 115 (3–4), 143–148. https://doi.org/10.1007/
BF01406373.

Eichenbaum, H., Yonelinas, A.P., Ranganath, C., 2007. The medial temporal lobe and
recognition memory. Annu. Rev. Neurosci. 30 (1), 123–152. https://doi.org/10.
1146/annurev.neuro.30.051606.094328.

Fenker, D.B., Schott, B.H., Richardson-Klavehn, A., Heinze, H.-J., Düzel, E., 2005.
Recapitulating emotional context: activity of amygdala, hippocampus and fusiform
cortex during recollection and familiarity. Eur. J. Neurosci. 21 (7), 1993–1999.
https://doi.org/10.1111/j.1460-9568.2005.04033.x.

Frege, G., 1948. Sense and reference. Philos. Rev. 57 (3), 209–230. https://doi.org/10.
2307/2181485.

Friederici, A.D., 2011. The brain basis of language processing: from structure to function.
Physiol. Rev. 91 (4), 1357–1392. https://doi.org/10.1152/physrev.00006.2011.

Friederici, A.D., Bahlmann, J., Heim, S., Schubotz, R.I., Anwander, A., 2006. The brain
differentiates human and non-human grammars: functional localization and struc-
tural connectivity. Proc. Natl. Acad. Sci. U. S. A. 103 (7), 2458–2463. https://doi.
org/10.1073/pnas.0509389103.

Friederici, A.D., Gierhan, S.M.E., 2013. The language network. Curr. Opin. Neurobiol. 23
(2), 250–254. https://doi.org/10.1016/j.conb.2012.10.002.

Friederici, A.D., Singer, W., 2015. Grounding language processing on basic neurophy-
siological principles. Trends Cogn. Sci. 19 (6), 1–10. https://doi.org/10.1016/j.tics.
2015.03.012.

Friedmann, N., Biran, M., Dotan, D., 2013. Lexical retrieval and its breakdown in aphasia
and developmental language impairment. In: Boeckx, C., Grohmann, K.K. (Eds.), The
Cambridge Handbook of Biolinguistics. Cambridge University Press, pp. 350–374.

Gainotti, G., 2017. The differential contributions of conceptual representation format and
language structure to levels of semantic abstraction capacity. Neuropsychol. Rev. 27
(2), 134–145. https://doi.org/10.1007/s11065-016-9339-8.

Gorno-Tempini, M.L., Dronkers, N.F., Rankin, K.P., Ogar, J.M., Phengrasamy, L., Rosen,
H.J., et al., 2004. Cognition and anatomy in three variants of primary progressive
aphasia. Ann. Neurol. 55 (3), 335–346. https://doi.org/10.1002/ana.10825.

Gorno-Tempini, M.L., Hillis, A.E., Weintraub, S., Kertesz, A., Mendez, M., Cappa, S.F.,
et al., 2011. Classification of primary progressive aphasia and its variants. Neurology
76 (11), 1006–1014. https://doi.org/10.1212/WNL.0b013e31821103e6.

Gorno-Tempini, M.L., Price, C.J., Josephs, O., Vandenberghe, R., Kapur, N., Frackowiak,
R.S.J., 1998. The neural systems sustaining face and proper-name processing. Brain
121 (11), 2103–2118. https://doi.org/10.1093/brain/121.11.2103.

Grabowski, T.J., Damasio, H., Tranel, D., Ponto, L.L.B., Hichwa, R.D., Damasio, A.R.,
2001. A role for left temporal pole in the retrieval of words for unique entities. Hum.
Brain Mapp. 13 (4), 199–212. https://doi.org/10.1002/hbm.1033.

Graf, P., Schacter, D.L., 1989. Unitization and grouping mediate dissociations in memory
for new associations. J. Exp. Psychol. Learn. Mem. Cogn. 15 (5), 930–940. https://
doi.org/10.1037/0278-7393.15.5.930.

Grossi, D., Soricelli, A., Ponari, M., Salvatore, E., Quarantelli, M., Prinster, A., Trojano, L.,
2014. Structural connectivity in a single case of progressive prosopagnosia: the role
of the right inferior longitudinal fasciculus. Cortex 56, 111–120. https://doi.org/10.
1016/j.cortex.2012.09.010.

Harlow, J.M., 1993. Recovery from the passage of an iron bar through the head. Hist.
Psychiatry 4 (14), 274–281. https://doi.org/10.1177/0957154X9300401407.

Haskins, A.L., Yonelinas, A.P., Quamme, J.R., Ranganath, C., 2008. Perirhinal cortex

supports encoding and familiarity-based recognition of novel associations. Neuron 59
(4), 554–560. https://doi.org/10.1016/J.NEURON.2008.07.035.

Henson, R.N.A., Rugg, M.D., Shallice, T., Josephs, O., Dolan, R.J., 1999. Recollection and
familiarity in recognition memory: an event-related functional magnetic resonance
imaging study. J. Neurosci. 19 (10), 3962–3972. https://doi.org/10.1523/
JNEUROSCI.19-10-03962.1999.

Hodges, J.R., Graham, K.S., 1998. A reversal of the temporal gradient for famous person
knowledge in semantic dementia: implications for the neural organisation of long
term memory. Neuropsychologia 36 (8), 803–825. https://doi.org/10.1016/S0028-
3932(97)00126-7.

Jefferies, E., Patterson, K., Lambon Ralph, M.A., 2008. Deficits of knowledge versus ex-
ecutive control in semantic cognition: insights from cued naming. Neuropsychologia
46 (2), 649–658. https://doi.org/10.1016/j.neuropsychologia.2007.09.007.

Kensinger, E.A., Schacter, D.L., 2006. Amygdala activity is associated with the successful
encoding of item, but not source, information for positive and negative stimuli. J.
Neurosci. 26 (9), 2564–2570. https://doi.org/10.1523/JNEUROSCI.5241-05.2006.

Ketz, Na., Jensen, O., O’Reilly, R.C., 2015. Thalamic pathways underlying prefrontal
cortex–medial temporal lobe oscillatory interactions. Trends Neurosci. 38 (1), 3–12.
https://doi.org/10.1016/j.tins.2014.09.007.

Kier, E.L., Staib, L.H., Davis, L.M., Bronen, Ra., 2004. MR imaging of the temporal stem:
anatomic dissection tractography of the uncinate fasciculus, inferior occipitofrontal
fasciculus, and Meyer’s loop of the optic radiation. Am. J. Neuroradiol. 25 (5),
677–691.

Kirwan, C.B., Stark, C.E.L., 2004. Medial temporal lobe activation during encoding and
retrieval of novel face-name pairs. Hippocampus 14 (7), 919–930. https://doi.org/
10.1002/hipo.20014.

Kitis, O., Ozalay, O., Zengin, E.B., Haznedaroglu, D., Eker, M.C., Yalvac, D., et al., 2012.
Reduced left uncinate fasciculus fractional anisotropy in deficit schizophrenia but not
in non-deficit schizophrenia. Psychiatry Clin. Neurosci. 66 (1), 34–43. https://doi.
org/10.1111/j.1440-1819.2011.02293.x.

Kondo, H., Saleem, K.S., Price, J.L., 2003. Differential connections of the temporal pole
with the orbital and medial prefrontal networks in macaque monkeys. J. Comp.
Neurol. 465 (4), 499–523. https://doi.org/10.1002/cne.10842.

Kripke, S., 1972. Naming and necessity. In: In: Davidson, D., Harman, G. (Eds.), Semantics
of Natural Language Vol. 40. Springer Netherlands, Dordrecht, Holland, pp. 253–355.
https://doi.org/10.1007/978-94-010-2557-7_9.

Latini, F., Mårtensson, J., Larsson, E.-M., Fredrikson, M., Åhs, F., Hjortberg, M., et al.,
2017. Segmentation of the inferior longitudinal fasciculus in the human brain: a
white matter dissection and diffusion tensor tractography study. Brain Res. 1675,
102–115. https://doi.org/10.1016/J.BRAINRES.2017.09.005.

Lewis, G., Poeppel, D., 2014. The role of visual representations during the lexical access of
spoken words. Brain Lang. 134, 1–10. https://doi.org/10.1016/j.bandl.2014.03.008.

Lucchelli, F., De Renzi, E., 1992. Proper name Anomia. Cortex 28 (2), 221–230. https://
doi.org/10.1016/S0010-9452(13)80050-0.

Luck, D., Leclerc, M.-E., Lepage, M., 2014. The potentiation of associative memory by
emotions: an event-related FMRI study. Adv. Neurosci. 2014, 1–9. https://doi.org/
10.1155/2014/964024.

Mandonnet, E., Nouet, A., Gatignol, P., Capelle, L., Duffau, H., 2007. Does the left inferior
longitudinal fasciculus play a role in language? A brain stimulation study. Brain 130
(3), 623–629. https://doi.org/10.1093/brain/awl361.

Martino, J., De Witt Hamer, P.C., Vergani, F., Brogna, C., de Lucas, E.M., Vázquez-
Barquero, A., et al., 2011. Cortex-sparing fiber dissection: an improved method for
the study of white matter anatomy in the human brain. J. Anat. 219 (4), 531–541.
https://doi.org/10.1111/j.1469-7580.2011.01414.x.

Mather, M., 2007. Emotional arousal and memory binding: an object-based framework.
Perspect. Psychol. Sci. 2 (1), 33–52. https://doi.org/10.1111/j.1745-6916.2007.
00028.x.

McWeeny, K.H., Hay, D.C., Ellis, A.W., 1987. Putting names to faces. Br. J. Psychol. 78
(2), 143–149. https://doi.org/10.1111/j.2044-8295.1987.tb02235.x.

Mehta, S., Inoue, K., Rudrauf, D., Damasio, H., Tranel, D., Grabowski, T., 2016.
Segregation of anterior temporal regions critical for retrieving names of unique and
non-unique entities reflects underlying long-range connectivity. Cortex 75, 1–19.
https://doi.org/10.1016/j.cortex.2015.10.020.

Mesulam, M.M., Wieneke, C., Hurley, R., Rademaker, A., Thompson, C.K., Weintraub, S.,
Rogalski, E.J., 2013. Words and objects at the tip of the left temporal lobe in primary
progressive aphasia. Brain 136 (2), 601–618. https://doi.org/10.1093/brain/
aws336.

Mesulam, M., Rogalski, E., Wieneke, C., Cobia, D., Rademaker, A., Thompson, C.,
Weintraub, S., 2009. Neurology of anomia in the semantic variant of primary pro-
gressive aphasia. Brain 132 (9), 2553–2565. https://doi.org/10.1093/brain/awp138.

Metoki, A., Alm, K.H., Wang, Y., Ngo, C.T., Olson, I.R., 2017. Never forget a name: white
matter connectivity predicts person memory. Brain Struct. Funct. 222 (9),
4187–4201. https://doi.org/10.1007/s00429-017-1458-3.

Miceli, G., Capasso, R., Daniele, a, Esposito, T., Magarelli, M., Tomaiuolo, F., 2000.
Selective deficit for people’s names following left temporal damage: an impairment of
domain-specific conceptual knowledge. Cogn. Neuropsychol. 17 (6), 489–516.
https://doi.org/10.1080/02643290050110629.

Mill, J.S., 1858. A System of Logic, Ratiocinative and Inductive; Being a Connected View
of the Principles of Evidence and the Methods of Scientific Investigation. Harper &
brothers, New York.

Miller, L.A., Caine, D., Watson, J.D.G., 2003. A role for the thalamus in memory for
unique entities. Neurocase 9 (6), 504–514. https://doi.org/10.1076/neur.9.6.504.
29375.

Mitchell, J.P., Macrae, C.N., Banaji, M.R., 2005. Forming impressions of people versus
inanimate objects: social-cognitive processing in the medial prefrontal cortex.
Neuroimage 26 (1), 251–257. https://doi.org/10.1016/j.neuroimage.2005.01.031.

T. O’Rourke and R. de Diego Balaguer Neuroscience and Biobehavioral Reviews 108 (2020) 308–321

319

https://doi.org/10.1038/380499a0
https://doi.org/10.1016/j.cognition.2002.07.001
https://doi.org/10.1016/j.cognition.2002.07.001
https://doi.org/10.1016/j.brainres.2010.10.030
https://doi.org/10.1016/j.tics.2007.08.001
https://doi.org/10.1037/0278-7393.34.4.730
https://doi.org/10.1037/0278-7393.34.4.730
https://doi.org/10.1162/jocn.2009.21335
https://doi.org/10.1177/1073858413513502
https://doi.org/10.1177/1073858413513502
https://doi.org/10.1093/brain/aws222
https://doi.org/10.1093/brain/aws222
https://doi.org/10.3389/fpsyg.2017.01867
https://doi.org/10.3389/fpsyg.2017.01867
https://doi.org/10.1016/S0896-6273(04)00289-2
https://doi.org/10.1093/brain/awh423
https://doi.org/10.1016/j.cortex.2017.01.015
https://doi.org/10.1007/BF01406373
https://doi.org/10.1007/BF01406373
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1111/j.1460-9568.2005.04033.x
https://doi.org/10.2307/2181485
https://doi.org/10.2307/2181485
https://doi.org/10.1152/physrev.00006.2011
https://doi.org/10.1073/pnas.0509389103
https://doi.org/10.1073/pnas.0509389103
https://doi.org/10.1016/j.conb.2012.10.002
https://doi.org/10.1016/j.tics.2015.03.012
https://doi.org/10.1016/j.tics.2015.03.012
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0225
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0225
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0225
https://doi.org/10.1007/s11065-016-9339-8
https://doi.org/10.1002/ana.10825
https://doi.org/10.1212/WNL.0b013e31821103e6
https://doi.org/10.1093/brain/121.11.2103
https://doi.org/10.1002/hbm.1033
https://doi.org/10.1037/0278-7393.15.5.930
https://doi.org/10.1037/0278-7393.15.5.930
https://doi.org/10.1016/j.cortex.2012.09.010
https://doi.org/10.1016/j.cortex.2012.09.010
https://doi.org/10.1177/0957154X9300401407
https://doi.org/10.1016/J.NEURON.2008.07.035
https://doi.org/10.1523/JNEUROSCI.19-10-03962.1999
https://doi.org/10.1523/JNEUROSCI.19-10-03962.1999
https://doi.org/10.1016/S0028-3932(97)00126-7
https://doi.org/10.1016/S0028-3932(97)00126-7
https://doi.org/10.1016/j.neuropsychologia.2007.09.007
https://doi.org/10.1523/JNEUROSCI.5241-05.2006
https://doi.org/10.1016/j.tins.2014.09.007
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0300
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0300
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0300
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0300
https://doi.org/10.1002/hipo.20014
https://doi.org/10.1002/hipo.20014
https://doi.org/10.1111/j.1440-1819.2011.02293.x
https://doi.org/10.1111/j.1440-1819.2011.02293.x
https://doi.org/10.1002/cne.10842
https://doi.org/10.1007/978-94-010-2557-7_9
https://doi.org/10.1016/J.BRAINRES.2017.09.005
https://doi.org/10.1016/j.bandl.2014.03.008
https://doi.org/10.1016/S0010-9452(13)80050-0
https://doi.org/10.1016/S0010-9452(13)80050-0
https://doi.org/10.1155/2014/964024
https://doi.org/10.1155/2014/964024
https://doi.org/10.1093/brain/awl361
https://doi.org/10.1111/j.1469-7580.2011.01414.x
https://doi.org/10.1111/j.1745-6916.2007.00028.x
https://doi.org/10.1111/j.1745-6916.2007.00028.x
https://doi.org/10.1111/j.2044-8295.1987.tb02235.x
https://doi.org/10.1016/j.cortex.2015.10.020
https://doi.org/10.1093/brain/aws336
https://doi.org/10.1093/brain/aws336
https://doi.org/10.1093/brain/awp138
https://doi.org/10.1007/s00429-017-1458-3
https://doi.org/10.1080/02643290050110629
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0390
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0390
http://refhub.elsevier.com/S0149-7634(19)30292-1/sbref0390
https://doi.org/10.1076/neur.9.6.504.29375
https://doi.org/10.1076/neur.9.6.504.29375
https://doi.org/10.1016/j.neuroimage.2005.01.031


Morris, J.S., Frith, C.D., Perrett, D.I., Rowland, D., Young, A.W., Calder, A.J., Dolan, R.J.,
1996. A differential neural response in the human amygdala to fearful and happy
facial expressions. Nature 383 (6603), 812–815. https://doi.org/10.1038/383812a0.

Motzkin, J.C., Newman, J.P., Kiehl, K.A., Koenigs, M., 2011. Reduced prefrontal con-
nectivity in psychopathy. J. Neurosci. 31 (48), 17348–17357. https://doi.org/10.
1523/JNEUROSCI.4215-11.2011.

Mummery, C.J., Patterson, K., Price, C.J., Ashburner, J., Frackowiak, R.S.J., Hodges, J.R.,
2000. A voxel-based morphometry study of semantic dementia: relationship between
temporal lobe atrophy and semantic memory. Ann. Neurol. 47 (1), 36–45. https://
doi.org/10.1002/1531-8249(200001)47:1<36::AID-ANA8>3.0.CO;2-L.

Mummery, C.J., Patterson, K., Wise, R.J.S., Vandenberghe, R., Price, C.J., Hodges, J.R.,
1999. Disrupted temporal lobe connections in semantic dementia. Brain 122 (1),
61–73. https://doi.org/10.1093/brain/122.1.61.

Murray, B.D., Kensinger, E.A., 2013. A review of the neural and behavioral consequences
for unitizing emotional and neutral information. Front. Behav. Neurosci. 7, 42.
https://doi.org/10.3389/fnbeh.2013.00042.

O’Doherty, J., Winston, J., Critchley, H., Perrett, D., Burt, D.M., Dolan, R.J., 2003. Beauty
in a smile: the role of medial orbitofrontal cortex in facial attractiveness.
Neuropsychologia 41 (2), 147–155. https://doi.org/10.1016/S0028-3932(02)
00145-8.

Olson, I.R., Plotzker, A., Ezzyat, Y., 2007. The Enigmatic temporal pole: a review of
findings on social and emotional processing. Brain 130 (7), 1718–1731. https://doi.
org/10.1093/brain/awm052.

Ortibus, E., Verhoeven, J., Sunaert, S., Casteels, I., de Cock, P., Lagae, L., 2012. Integrity
of the inferior longitudinal fasciculus and impaired object recognition in children: a
diffusion tensor imaging study. Dev. Med. Child Neurol. 54 (1), 38–43. https://doi.
org/10.1111/j.1469-8749.2011.04147.x.

Otsuka, Y., Suzuki, K., Fujii, T., Miura, R., Endo, K., Kondo, H., Yamadori, A., 2005.
Proper name anomia after left temporal subcortical hemorrhage. Cortex 41 (1),
39–47. https://doi.org/10.1016/S0010-9452(08)70176-X.

Papagno, C., Mattavelli, G., Casarotti, A., Bello, L., Gainotti, G., 2018. Defective re-
cognition and naming of famous people from voice in patients with unilateral tem-
poral lobe tumours. Neuropsychologia 116, 194–204. https://doi.org/10.1016/J.
NEUROPSYCHOLOGIA.2017.07.021.

Papagno, Costanza, Capitani, E., 1998. Proper name anomia: A case with sparing of the
first-letter knowledge. Neuropsychologia 36 (7), 669–679. https://doi.org/10.1016/
S0028-3932(97)00142-5.

Papagno, Costanza, Capitani, E., 2001. Slowly progressive aphasia: a four-year follow-up
study. Neuropsychologia 39 (7), 678–686. https://doi.org/10.1016/S0028-3932(01)
00007-0.

Papagno, Costanza, Casarotti, A., Comi, A., Pisoni, A., Lucchelli, F., Bizzi, A., et al., 2014.
Long-term proper name anomia after removal of the uncinate fasciculus. Brain Struct.
Funct. https://doi.org/10.1007/s00429-014-0920-8.

Papagno, Costanza, Miracapillo, C., Casarotti, A., Romero Lauro, L.J., Castellano, A.,
Falini, A., et al., 2011. What is the role of the uncinate fasciculus? Surgical removal
and proper name retrieval. Brain 134 (2), 405–414. https://doi.org/10.1093/brain/
awq283.

Papinutto, N., Galantucci, S., Mandelli, M.L., Gesierich, B., Jovicich, J., Caverzasi, E.,
et al., 2016. Structural connectivity of the human anterior temporal lobe: a diffusion
magnetic resonance imaging study. Hum. Brain Mapp. 37 (6), 2210–2222. https://
doi.org/10.1002/hbm.23167.

Park, H., Rugg, M.D., 2011. Neural correlates of encoding within- and across-domain
inter-item associations. J. Cogn. Neurosci. 23 (9), 2533–2543. https://doi.org/10.
1162/jocn.2011.21611.

Parks, C.M., Yonelinas, A.P., 2015. The importance of unitization for familiarity-based
learning. J. Exp. Psychol. Learn. Mem. Cogn. 41 (3), 881–903. https://doi.org/10.
1037/xlm0000068.

Patterson, K., Nestor, P.J., Rogers, T.T., 2007. Where do you know what you know? The
representation of semantic knowledge in the human brain. Nat. Rev. Neurosci. 8 (12),
976–987. https://doi.org/10.1038/nrn2277.

Price, J.L., 2007. Definition of the orbital cortex in relation to specific connections with
limbic and visceral structures and other cortical regions. Ann. N. Y. Acad. Sci. 1121
(1), 54–71. https://doi.org/10.1196/annals.1401.008.

Qin, S., Piekema, C., Petersson, K.M., Han, B., Luo, J., Fernández, G., 2007. Probing the
transformation of discontinuous associations into episodic memory: an event-related
fMRI study. NeuroImage 38 (1), 212–222. https://doi.org/10.1016/J.NEUROIMAGE.
2007.07.020.

Ranganath, C., 2010. A unified framework for the functional organization of the medial
temporal lobes and the phenomenology of episodic memory. Hippocampus 20 (11),
1263–1290. https://doi.org/10.1002/hipo.20852.

Ranganath, C., Ritchey, M., 2012. Two cortical systems for memory-guided behaviour.
October 20. Nat. Rev. Neurosci. https://doi.org/10.1038/nrn3338. Nature
Publishing Group.

Rogers, T.T., Hocking, J., Noppeney, U., Mechelli, A., Gorno-Tempini, M.L., Patterson, K.,
Price, C.J., 2006. Anterior temporal cortex and semantic memory: reconciling find-
ings from neuropsychology and functional imaging. Cogn. Affect. Behav. Neurosci. 6
(3), 201–213. https://doi.org/10.3758/CABN.6.3.201.

Rogers, T.T., Lambon Ralph, M.A., Garrard, P., Bozeat, S., McClelland, J.L., Hodges, J.R.,
Patterson, K., 2004. Structure and deterioration of semantic memory: a neu-
ropsychological and computational investigation. Psychol. Rev. 111 (1), 205–235.
https://doi.org/10.1037/0033-295X.111.1.205.

Rugg, M.D., Curran, T., 2007. Event-related potentials and recognition memory. Trends
Cogn. Sci. 11 (6), 251–257. https://doi.org/10.1016/j.tics.2007.04.004.

Russell, B., 1911. Knowledge by acquaintance and knowledge by description. Proc.
Aristot. Soc. 11, 108–128. https://doi.org/10.2307/4543805.

Searle, J.R., 1958. Proper names. Mind 266 (266), 166–173. https://doi.org/10.1093/

mind/LXVII.266.166.
Semenza, C., 2006. Retrieval pathways for common and proper names. Cortex 42 (6),

884–891. https://doi.org/10.1016/S0010-9452(08)70432-5.
Semenza, C., 2009. The neuropsychology of proper names. Mind Lang. 24 (4), 347–369.

https://doi.org/10.1111/j.1468-0017.2009.01366.x.
Semenza, C., 2011. Naming with proper names: the left temporal pole theory. Behav.

Neurol. 24 (4), 277–284. https://doi.org/10.3233/BEN-2011-0338.
Semenza, C., Sgaramella, T.M., 1993. Production of proper names: a clinical case study of

the effects of phonemic cueing. Memory 1 (4), 265–280. https://doi.org/10.1080/
09658219308258238.

Semenza, C., Zettin, M., 1988. Generating proper names : a case of selective inability.
Cogn. Neuropsychol. 5 (6), 711–721. https://doi.org/10.1080/02643298808253279.

Semenza, C., Zettin, M., 1989. Evidence from aphasia for the role of proper names as pure
referring expressions. Nature 342 (6250), 678–679. https://doi.org/10.1038/
342678a0.

Shinoura, N., Suzuki, Y., Tsukada, M., Yoshida, M., Yamada, R., Tabei, Y., et al., 2010.
Deficits in the left inferior longitudinal fasciculus results in impairments in object
naming. Neurocase: Case Stud. Neuropsychol. Neuropsychiatry Behav. Neurol. 16
(2), 135–139. https://doi.org/10.1080/13554790903329174.

Simmons, W.K., Martin, A., 2012. Spontaneous resting-state BOLD fluctuations reveal
persistent domain-specific neural networks. Soc. Cogn. Affect. Neurosci. 7 (4),
467–475. https://doi.org/10.1093/scan/nsr018.

Simmons, W.K., Reddish, M., Bellgowan, P.S.F., Martin, A., 2010. The selectivity and
functional connectivity of the anterior temporal lobes. Cereb. Cortex 20 (4), 813–825.
https://doi.org/10.1093/cercor/bhp149.

Snowden, J.S., Thompson, J.C., Neary, D., 2004. Knowledge of famous faces and names in
semantic dementia. Brain 127 (4), 860–872. https://doi.org/10.1093/brain/awh099.

Sperling, R., Chua, E., Cocchiarella, A., Rand-Giovannetti, E., Poldrack, R., Schacter, D.L.,
Albert, M., 2003. Putting names to faces: successful encoding of associative memories
activates the anterior hippocampal formation. NeuroImage 20 (2), 1400–1410.
https://doi.org/10.1016/S1053-8119(03)00391-4.

Staresina, B.P., Davachi, L., 2006. Differential encoding mechanisms for subsequent as-
sociative recognition and free recall. J. Neurosci. 26 (36), 9162–9172. https://doi.
org/10.1523/JNEUROSCI.2877-06.2006.

Staresina, B.P., Davachi, L., 2010. Object unitization and associative memory formation
are supported by distinct brain regions. J. Neurosci. 30 (29), 9890–9897. https://doi.
org/10.1523/JNEUROSCI.0826-10.2010.

Staresina, B.P., Duncan, K.D., Davachi, L., 2011. Perirhinal and parahippocampal cortices
differentially contribute to later recollection of object- and scene-related event de-
tails. J. Neurosci. 31 (24), 8739–8747. https://doi.org/10.1523/JNEUROSCI.4978-
10.2011.

Suzuki, W.A., Amaral, D.G., 1994. Perirhinal and parahippocampal cortices of the ma-
caque monkey: cortical afferents. J. Comp. Neurol. 350, 497–533. https://doi.org/10.
1002/cne.903500402.

Thiebaut De Schotten, M., Dell’Acqua, F., Ratiu, P., Leslie, A., Howells, H., Cabanis, E.,
et al., 2015. From Phineas Gage and Monsieur Leborgne to H.M.: revisiting dis-
connection syndromes. Cereb. Cortex 25 (12), 4812–4827. https://doi.org/10.1093/
cercor/bhv173.

Thiebaut de Schotten, M., Dell’Acqua, F., Valabregue, R., Catani, M., 2012. Monkey to
human comparative anatomy of the frontal lobe association tracts. Cortex 48 (1),
82–96. https://doi.org/10.1016/j.cortex.2011.10.001.

Thomas, C., Avram, A., Pierpaoli, C., Baker, C., 2015. Diffusion MRI properties of the
human uncinate fasciculus correlate with the ability to learn visual associations.
Cortex 2015, 1–14. https://doi.org/10.1016/j.cortex.2015.01.023.

Tsukiura, T., 2012. Neural mechanisms underlying the effects of face-based affective
signals on memory for faces: a tentative model. Front. Integr. Neurosci. 6, 50. https://
doi.org/10.3389/fnint.2012.00050.

Tsukiura, T., Cabeza, R., 2008. Orbitofrontal and hippocampal contributions to memory
for face-name associations: the rewarding power of a smile. Neuropsychologia 46 (9),
2310–2319. https://doi.org/10.1016/j.neuropsychologia.2008.03.013.

Tsukiura, T., Cabeza, R., 2011. Remembering beauty: roles of orbitofrontal and hippo-
campal regions in successful memory encoding of attractive faces. NeuroImage 54
(1), 653–660. https://doi.org/10.1016/J.NEUROIMAGE.2010.07.046.

Van Hoesen, G.W., Pandya, D.N., 1975. Some connections of the entorhinal (area 28) and
perirhinal (area 35) cortices of the rhesus monkey. I. Temporal lobe afferents. Brain
Res. 95 (1), 1–24. https://doi.org/10.1016/0006-8993(75)90204-8.

Van Hoesen, G.W., Pandya, D.N., Butters, N., 1975. Some connections of the entorhinal
(area 28) and perirhinal (area 35) cortices of the rhesus monkey. II. Frontal lobe
afferents. Brain Res. 95 (1), 25–38. https://doi.org/10.1016/0006-8993(75)90205-X.

Vassal, F., Schneider, F., Boutet, C., Jean, B., Sontheimer, A., Lemaire, J.-J., 2016.
Combined DTI tractography and functional MRI study of the language connectome in
healthy volunteers: extensive mapping of White Matter Fascicles and cortical acti-
vations. PLoS One 11 (3), e0152614. https://doi.org/10.1371/journal.pone.
0152614.

Vilberg, K.L., Rugg, M.D., 2008. Memory retrieval and the parietal cortex: a review of
evidence from a dual-process perspective. Neuropsychologia 46 (7), 1787–1799.
https://doi.org/10.1016/j.neuropsychologia.2008.01.004.

Von Der Heide, R.J., Skipper, L.M., Klobusicky, E., Olson, I.R., 2013. Dissecting the un-
cinate fasciculus: disorders, controversies and a hypothesis. Brain 136 (6),
1692–1707. https://doi.org/10.1093/brain/awt094.

Waldron, E.J., Manzel, K., Tranel, D., 2014. The left temporal pole is a heteromodal hub
for retrieving proper names. Front. Biosci. Schol. Ed. (Schol Ed.) 6, 50–57. Retrieved
from. http://www.ncbi.nlm.nih.gov/pubmed/24389260.

Westerberg, C.E., Voss, J.L., Reber, P.J., Paller, K.A., 2012. Medial temporal contributions
to successful face-name learning. Hum. Brain Mapp. 33 (7), 1717–1726. https://doi.
org/10.1002/hbm.21316.

T. O’Rourke and R. de Diego Balaguer Neuroscience and Biobehavioral Reviews 108 (2020) 308–321

320

https://doi.org/10.1038/383812a0
https://doi.org/10.1523/JNEUROSCI.4215-11.2011
https://doi.org/10.1523/JNEUROSCI.4215-11.2011
https://doi.org/10.1002/1531-8249(200001)47:1<36::AID-ANA8>3.0.CO;2-L
https://doi.org/10.1002/1531-8249(200001)47:1<36::AID-ANA8>3.0.CO;2-L
https://doi.org/10.1093/brain/122.1.61
https://doi.org/10.3389/fnbeh.2013.00042
https://doi.org/10.1016/S0028-3932(02)00145-8
https://doi.org/10.1016/S0028-3932(02)00145-8
https://doi.org/10.1093/brain/awm052
https://doi.org/10.1093/brain/awm052
https://doi.org/10.1111/j.1469-8749.2011.04147.x
https://doi.org/10.1111/j.1469-8749.2011.04147.x
https://doi.org/10.1016/S0010-9452(08)70176-X
https://doi.org/10.1016/J.NEUROPSYCHOLOGIA.2017.07.021
https://doi.org/10.1016/J.NEUROPSYCHOLOGIA.2017.07.021
https://doi.org/10.1016/S0028-3932(97)00142-5
https://doi.org/10.1016/S0028-3932(97)00142-5
https://doi.org/10.1016/S0028-3932(01)00007-0
https://doi.org/10.1016/S0028-3932(01)00007-0
https://doi.org/10.1007/s00429-014-0920-8
https://doi.org/10.1093/brain/awq283
https://doi.org/10.1093/brain/awq283
https://doi.org/10.1002/hbm.23167
https://doi.org/10.1002/hbm.23167
https://doi.org/10.1162/jocn.2011.21611
https://doi.org/10.1162/jocn.2011.21611
https://doi.org/10.1037/xlm0000068
https://doi.org/10.1037/xlm0000068
https://doi.org/10.1038/nrn2277
https://doi.org/10.1196/annals.1401.008
https://doi.org/10.1016/J.NEUROIMAGE.2007.07.020
https://doi.org/10.1016/J.NEUROIMAGE.2007.07.020
https://doi.org/10.1002/hipo.20852
https://doi.org/10.1038/nrn3338
https://doi.org/10.1038/nrn3338
https://doi.org/10.3758/CABN.6.3.201
https://doi.org/10.1037/0033-295X.111.1.205
https://doi.org/10.1016/j.tics.2007.04.004
https://doi.org/10.2307/4543805
https://doi.org/10.1093/mind/LXVII.266.166
https://doi.org/10.1093/mind/LXVII.266.166
https://doi.org/10.1016/S0010-9452(08)70432-5
https://doi.org/10.1111/j.1468-0017.2009.01366.x
https://doi.org/10.3233/BEN-2011-0338
https://doi.org/10.1080/09658219308258238
https://doi.org/10.1080/09658219308258238
https://doi.org/10.1080/02643298808253279
https://doi.org/10.1038/342678a0
https://doi.org/10.1038/342678a0
https://doi.org/10.1080/13554790903329174
https://doi.org/10.1093/scan/nsr018
https://doi.org/10.1093/cercor/bhp149
https://doi.org/10.1093/brain/awh099
https://doi.org/10.1016/S1053-8119(03)00391-4
https://doi.org/10.1523/JNEUROSCI.2877-06.2006
https://doi.org/10.1523/JNEUROSCI.2877-06.2006
https://doi.org/10.1523/JNEUROSCI.0826-10.2010
https://doi.org/10.1523/JNEUROSCI.0826-10.2010
https://doi.org/10.1523/JNEUROSCI.4978-10.2011
https://doi.org/10.1523/JNEUROSCI.4978-10.2011
https://doi.org/10.1002/cne.903500402
https://doi.org/10.1002/cne.903500402
https://doi.org/10.1093/cercor/bhv173
https://doi.org/10.1093/cercor/bhv173
https://doi.org/10.1016/j.cortex.2011.10.001
https://doi.org/10.1016/j.cortex.2015.01.023
https://doi.org/10.3389/fnint.2012.00050
https://doi.org/10.3389/fnint.2012.00050
https://doi.org/10.1016/j.neuropsychologia.2008.03.013
https://doi.org/10.1016/J.NEUROIMAGE.2010.07.046
https://doi.org/10.1016/0006-8993(75)90204-8
https://doi.org/10.1016/0006-8993(75)90205-X
https://doi.org/10.1371/journal.pone.0152614
https://doi.org/10.1371/journal.pone.0152614
https://doi.org/10.1016/j.neuropsychologia.2008.01.004
https://doi.org/10.1093/brain/awt094
http://www.ncbi.nlm.nih.gov/pubmed/24389260
https://doi.org/10.1002/hbm.21316
https://doi.org/10.1002/hbm.21316


Wixted, J.T., Squire, L.R., 2011. The medial temporal lobe and the attributes of memory.
Trends Cogn. Sci. 15 (5), 210–217. https://doi.org/10.1016/J.TICS.2011.03.005.

Yasuda, K., Beckmann, B., Nakamura, T., 2000. Brain processing of proper names.
Aphasiology 14 (11), 1067–1089. https://doi.org/10.1080/02687030050174638.

Yonelinas, A.P., 2002. The nature of recollection and familiarity: a review of 30 years of
research. J. Mem. Lang. 46 (3), 441–517. https://doi.org/10.1006/jmla.2002.2864.

Yonelinas, A.P., Aly, M., Wang, W.-C., Koen, J.D., 2010. Recollection and familiarity:
examining controversial assumptions and new directions. Hippocampus 20 (11),
1178–1194. https://doi.org/10.1002/hipo.20864.

Yonelinas, A.P., Kroll, N.E.A., Quamme, J.R., Lazzara, M.M., Sauvé, M., Widaman, K.F.,
Knight, R.T., 2002. Effects of extensive temporal lobe damage or mild hypoxia on
recollection and familiarity. Nat. Neurosci. 5 (11), 1236–1241. https://doi.org/10.
1038/nn961.

Yonelinas, A.P., Otten, L.J., Shaw, K.N., Rugg, M.D., 2005. Separating the brain regions
involved in recollection and familiarity in recognition memory. J. Neurosci. 25 (11),
3002–3008. https://doi.org/10.1523/JNEUROSCI.5295-04.2005.

Yonelinas, A.P., Quamme, J.R., Widaman, K.F., Kroll, N.E.A., Sauvé, M.J., Knight, R.T.,
2004. Mild hypoxia disrupts recollection, not familiarity. Cogn. Affect. Behav.
Neurosci. 4 (3), 393–400. https://doi.org/10.3758/CABN.4.3.393.

Yonelinas, A.P., Ritchey, M., 2015. The slow forgetting of emotional episodic memories:
an emotional binding account. May 1. Trends Cogn. Sci. https://doi.org/10.1016/j.
tics.2015.02.009. Elsevier Current Trends.

Zeineh, M.M., Engel, Sa, Thompson, P.M., Bookheimer, S.Y., 2003. Dynamics of the
hippocampus during encoding and retrieval of face-name pairs. Science (New York,
N. Y.) 299 (5606), 577–580. https://doi.org/10.1126/science.1077775.

T. O’Rourke and R. de Diego Balaguer Neuroscience and Biobehavioral Reviews 108 (2020) 308–321

321

https://doi.org/10.1016/J.TICS.2011.03.005
https://doi.org/10.1080/02687030050174638
https://doi.org/10.1006/jmla.2002.2864
https://doi.org/10.1002/hipo.20864
https://doi.org/10.1038/nn961
https://doi.org/10.1038/nn961
https://doi.org/10.1523/JNEUROSCI.5295-04.2005
https://doi.org/10.3758/CABN.4.3.393
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1126/science.1077775

	Names and their meanings: A dual-process account of proper-name encoding and retrieval
	Introduction: Dual processes in proper-name encoding and retrieval
	Proper-name retrieval networks
	The temporal pole and proper names
	Beyond the temporal pole: A dispersed network for proper-name retrieval
	Proper-name and common-noun retrieval deficits: Convergent and divergent patterns
	White-matter connections integrating proper-name retrieval regions
	Summary of evidence for distinct proper-name retrieval networks

	Cortico-subcortical connections in dual memory encoding processes: A model for the emergence of divergent proper-name retrieval networks
	Functional interactions of the MTL and UF-connected regions in face–name encoding and retrieval
	Divergent mnemonic processes in the emergence of dual proper-name retrieval networks
	The encoding of socio-emotional information supporting the subsequent retrieval of proper names
	Summary of evidence for dual encoding processes supporting subsequent network divergence in the retrieval of proper names
	Dual encoding and retrieval processes in the light of selective proper-name anomias
	A model for the encoding and retrieval of proper names in the ventral semantic stream

	Conclusion: Implications of the dual-process account for classical theories of naming and reference, and outstanding issues for further inquiry
	Classical theories in the light of evidence for dual processes in the encoding and retrieval of proper names
	Concluding remarks: Future directions for research into proper-name encoding and retrieval

	mk:H1_18
	Acknowledgements
	References




