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The effects of emotion on memory are wide-ranging and powerful, but they are not uniform. Although there
is agreement that emotion enhances memory for individual items, how it influences memory for the
associated contextual details (relational memory, RM) remains debated. The prevalent view suggests that
emotion impairs RM, but there is also evidence that emotion enhances RM. To reconcile these diverging
results, we carried out three studies incorporating the following features: (1) testing RM with increased
specificity, distinguishing between subjective (recollection based) and objective (item—context match) RM
accuracy, (2) accounting for emotion—attention interactions via eye-tracking and task manipulation, and
(3) using stimuli with integrated item—context content. Challenging the prevalent view, we identified both
enhancing and impairing effects. First, emotion enhanced subjective RM, separately and when confirmed
by accurate objective RM. Second, emotion impaired objective RM through attention capturing, but it
enhanced RM accuracy when attentional effects were statistically accounted for using eye-tracking data.
Third, emotion also enhanced RM when participants were cued to focus on contextual details during
encoding, likely by increasing item—context binding. Finally, functional magnetic resonance imaging
data recorded from a subset of participants showed that emotional enhancement of RM was associated
with increased activity in the medial temporal lobe (MTL) and ventrolateral prefrontal cortex, along with
increased intra-MTL and ventrolateral prefrontal cortex—-MTL functional connectivity. Overall, these
findings reconcile evidence regarding opposing effects of emotion on RM and point to possible training
interventions to increase RM specificity in healthy functioning, posttraumatic stress disorder, and aging,
by promoting item—context binding and diminishing memory decontextualization.

Public Significance Statement

This research demonstrates the importance of a novel way of conceptualizing and measuring associative
memory and of accounting for effects of attention in emotion—-memory interactions. Our findings
challenge the status quo view that emotion impairs relational memory and clarify the conditions in which
emotion enhances memory for contextual details associated with distressing stimuli. These results provide
strong premises for game-changing approaches in the quest for identifying ways to improve learning and
well-being when facing stressors in healthy functioning, as well as to alleviate emotion and memory
deficits in emotional disorders and reduce memory declines observed in healthy and clinical aging.

Keywords: arousal, associative memory, contextual memory, recollection, functional magnetic resonance
imaging
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Emotions influence many aspects of our lives, and perhaps their
most consequential and far-reaching effects are those related to their
impact on memory. For example, emotion—-memory interactions
determine what situations individuals may pursue or avoid and what
experiences they will think/ruminate about. Involuntary retrieval of
negative information is at the root of many clinical conditions, such
as posttraumatic stress disorder (PTSD), depression, and anxiety
(Desmedt et al., 2015; Stramaccia et al., 2021; Sutherland & Bryant,
2007). However, open questions remain, particularly about how
emotion influences different aspects of memory. In particular,
although it is widely accepted that emotion enhances item memory,
its effects on relational memory (RM) are less clear (F. Dolcos et al.,
2017; Mather & Sutherland, 2011; Yonelinas & Ritchey, 2015).
Some studies report enhancing effects (Madan et al., 2019, 2020),
others report impairing effects (Bisby & Burgess, 2014; F. Dolcos
et al., 2017; Petrucci & Palombo, 2021), and yet others find no
effects (Pereira et al., 2021a; Symeonidou & Kuhlmann, 2022). The
main goal of the present research was to reconcile evidence
regarding the impact of emotion on RM in a series of behavioral,
eye-tracking, and brain imaging investigations, incorporating the
following design features: (a) increased specificity in testing RM, (b)
accounting for emotion—attention interactions, and (c) using stimuli
with integrated item—context content.

Emotion—-Memory Interactions: Behavioral Effects

The beneficial impact of emotion on memory for personal events
(episodic memory) has been consistently demonstrated during the
last few decades (F. Dolcos et al., 2017; LaBar & Cabeza, 2006;
Murty et al., 2011). Consistent with anecdotal and scientific
evidence that emotion enhances memory, we and others have shown
that this memory-enhancing effect of emotion is linked to arousal,
although valence-related differences (positive vs. negative) have
also been identified (F. Dolcos & Cabeza, 2002; F. Dolcos et al.,
2004a; Kensinger, 2004, 2009; Kensinger & Corkin, 2004;
Kensinger & Schacter, 2006; Mickley & Kensinger, 2008). This

emotional memory enhancement effect has been attributed to
modulatory influences occurring during encoding and early stages
of consolidation, although there is also evidence implicating
retrieval processes (F. Dolcos et al., 2004a, 2004b, 2005;
McGaugh, 2004; Roozendaal & McGaugh, 2011). Processing of
emotional information is prioritized by attention and also interacts
with working and semantic memory processes—for example,
emotional experiences stick longer to our mind and benefit from
deeper semantic processing (F. Dolcos et al., 2004a; Dunsmoor et
al., 2022; Mather & Sutherland, 2011; Ohman et al., 2001). Given
that all these aspects boost memory, it is not surprising that they
also contribute to further memory enhancements when augmented
by emotion. Notably, there is also evidence that emotional memory
is susceptible to modulation by the engagement of emotion control
strategies that can up- or downregulate the impact of emotion on
perception and memory (Dillon et al., 2007; F. Dolcos, Katsumi,
Bogdan, et al., 2020; Y. Katsumi & Dolcos, 2020; S. H. Kim &
Hamann, 2012).

Additional evidence regarding emotion—memory interactions
provides more nuance to the general enhancing effects mentioned
above, such as regarding the impact of emotion on memory for
central versus peripheral aspects of events (Kensinger et al., 2007;
Riggs et al., 2011; Touryan et al., 2007). Consistent with the idea
that emotion captures attention (Ohman et al., 2001; Pessoa, 2005;
Vuilleumier et al., 2001), there is evidence of enhanced memory for
details that are central to emotional stimuli/items (item memory) at
the expense of memory for peripheral details or for the associated
contextual details (RM). This and related research typically use
pairs of item—context pictures shown side by side or one picture on
top of the other and reveals enhanced memory for the emotional
items alone but reduced memory for emotional-neutral pairs relative
to neutral-neutral pairs (Bisby & Burgess, 2014; Bisby et al., 2016,
2018; Caplan et al., 2019; Madan et al., 2017). However, such
designs may be susceptible to memory interference due to attention,
given that negative stimuli can downregulate processing of nearby
information. This explanation for emotional impairment of RM
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remains debated, and some studies claim that attention does not fully
account for reduced associative memory in emotional situations
(Bisby et al., 2018). Nonetheless, the idea is consistent with the
arousal-biased competition theory, positing enhanced perception
for emotional items, which have privileged access to processing
resources, but impaired memory for the associated contextual details,
whose processing is less prioritized (Mather & Sutherland, 2011).
Accordingly, it too predicts enhanced memory for emotional items,
which have privileged access to processing resources, but impaired
memory for the associated contextual details, whose processing is
less prioritized.

Importantly, in extreme circumstances, this biased processing of
emotional information is also purportedly responsible for symptoms
of memory decontextualization caused by trauma (Al Abed et al.,
2020; Bisby et al., 2020). The extreme emotional arousal of traumatic
events leads to powerful, but gist-based, memories (F. Dolcos et al.,
2013; Hayes et al., 2011) for the highly distressing central details
(e.g., the weapon of an assailant) that are accompanied by poor
recollection of related contextual details (e.g., the face of the assailant
using the weapon). This memory decontextualization, or rupture
between memories for central components (item memory) and
memory for the associated contextual details (RM), is posited to
explain intrusive recollection of memories for traumatic events
outside of their initial context. Such memories can be triggered by
seemingly neutral cues (e.g., the noise of a backfiring car can trigger
memories of a highly distressing combat event in war veterans;
Bisby & Burgess, 2017; Brewin et al., 2010; Desmedt et al., 2015).
Due to their intrusive nature, these recollections are the cause of
dysfunctions and difficulties in reintegration upon returning to
civilian life (Shor et al., 2022; Worthen & Ahern, 2014).

Despite accumulating evidence supporting this view, there is also
evidence that emotion enhances RM, but the circumstances in which
emotion enhances or impairs RM are an issue of ongoing debate
(Bisby & Burgess, 2017; F. Dolcos et al., 2017). Across three studies
involving behavioral (Studies 1-3) and brain imaging data (Study 3),
the present research aimed to reconcile diverging evidence on
emotional RM, by considering the following design features: (a)
increased specificity in testing RM, distinguishing between and
linking subjective and objective RM accuracy, (b) accounting for
emotion—attention interactions via eye-tracking and task manipulation,
and (c) using stimuli with integrated item—context content. Regarding
RM specificity, unlike the evidence mentioned above, several studies
using item—context composite images during encoding found that
emotion enhances RM tested for the item—background pairs (Madan
et al.,, 2020; Mickley Steinmetz et al., 2016; Ventura-Bort, F.
Dolcos, et al.,, 2020; Ventura-Bort, Wendt, et al., 2020). As
discussed below, the level of integration between item and context
may also influence the impact of emotion on RM, but factors other
than the nature of stimuli may also influence the impact of emotion
on RM. One such factor is the type of retrieval task, which may
influence the specificity of retrieval when testing RM—for instance,
evidence suggests that emotion enhances cued recall, but not cued
recognition (F. Dolcos & Cabeza, 2002; F. Dolcos et al., 2004a;
Madan et al., 2020; see also Mickley Steinmetz et al., 2016; Oyarztin
& Packard, 2012). This highlights the importance of testing
specificity in determining whether emotion enhances or im-
pairs RM.

Aside from the studies that tested the impact of emotion using
typical RM paradigms, there is also evidence from studies of item

memory that is consistent with the idea that emotion enhances RM.
For instance, studies by Dolcos and collaborators using free and
cued recall during retrieval (F. Dolcos & Cabeza, 2002; F. Dolcos et
al., 2004b) found enhanced memory for emotional pictures relative
to neutral ones. Although, technically, these tasks tested memory for
emotional and neutral items, again, it was the specificity of details
(provided in writing) that were used to determine whether the
pictures were correctly recalled or not (e.g., green snake on tree,
open mouth, facing viewer). Importantly, emotional pictures were
recalled with increased specificity, even though they were equated
with the neutral ones in terms of complexity and the richness of
specific details available. Similarly, studies testing cued recognition
of emotional and neutral items with increased specificity also point to
increased RM by emotion (F. Dolcos et al., 2005; Phelps & Sharot,
2008; Ritchey et al., 2008; Sharot et al., 2004). Namely, unlike the
studies mentioned above where RM was impaired by emotion
(reviewed in Bisby & Burgess, 2017), which involved simpler
old/new decisions during the recognition of emotional and neutral
items, such studies used the Remember/Know (R/K) task, which
emerged from the pioneering work by the late Endel Tulving
distinguishing between Recollection and Familiarity (Tulving,
1985). In this task, recollection-based responses (R) indicate that
participants both recognize the item as old and remember specific
contextual details (what, when, where) from encoding (see the
Methods section). In contrast, familiarity-based responses (K)
indicate that the participants recognize that they saw particular
stimuli during encoding but cannot retrieve any specific contextual
associations, as implied by definitions of RM (see research on the
dual process model; Cohen et al., 1997; Moscovitch et al., 2006;
Renoult et al., 2019; Yonelinas, 2001). Again, this highlights the
importance of specificity when measuring aspects of RM to
determine whether emotion enhances or impairs it.

This evidence also points to the need to distinguish between
subjective and objective forms of RM. Specifically, Remember
responses reflect RM, as they require connections between an item
and other pieces of information, but it is a subjective measure of RM
because it is not clear what specific contextual details participants
remember. This is because the contextual details that participants
use to make the R-based responses are not available to the
experimenters. On the contrary, the studies discussed earlier, asking
participants to identify the item—context pairs, measure objective
RM because they assess participants’ ability to distinguish between
original and recombined item—context pairs (Bisby & Burgess, 2017;
Madan et al., 2020; Mao et al., 2017; Mickley Steinmetz et al., 2016;
Ventura-Bort, Dolcos, et al., 2020; Ventura-Bort, Wendt, et al.,
2020). Based on this dissociation, a pattern of findings emerges in the
literature, in which emotion enhances subjective RM but impairs
objective RM. However, this idea has not been systematically tested
(but see the study by Rimmele et al., 2011), and thus the present
research assessed the impact of emotion on both subjective and
objective RM.

Importantly, this conceptualization of recollection and RM does
not fundamentally diverge from typical perspectives on these topics.
Traditionally, RM has been defined as measuring connections
between two or more pieces of information, so that the activation of
one informational node leads to the activation of the corresponding
associated node(s) (Eichenbaum et al., 1992). This concept is
intimately tied to the idea of recollection, which is generally thought
of as the retrieval of the experience of encountering a given
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stimulus (Tulving, 1985). In other words, recollection entails not
just recognizing that a stimulus was previously encountered but
also retrieving specific contextual associations regarding when/
where the stimulus was previously encountered (Cohen et al.,
1997). Hence, the present framing is precisely consistent with the
early literature introducing these notions, along with contemporary
studies that have likewise conceptualized recollection in terms of
retrieving contextual RM (e.g., Butterworth et al., 2023; Dimsdale-
Zucker et al., 2022; F. Dolcos et al., 2005; Frithsen et al., 2019;
Sadeh et al., 2018; Wais et al., 2010; Yonelinas et al., 2010).

It should be noted that there can be various degrees of subjectivity
associated with the R/K task, in the emotional memory literature.
For instance, Sharot et al. (2004) reported a purely subjective
enhancement effect of emotion on recollection because it enhanced
the “feeling of recollection,” wherein participants reported higher
rates of R-based responses to emotional stimuli. However, in that
study emotion did not actually enhance the accuracy of R-based
responses. Here, similar to other reports (e.g., F. Dolcos et al., 2005),
we focused on accurate R versus K responses, consistent with the
way this task is typically used in the memory literature. Yet, as
argued above, subjectivity is still present because the associated
details that inform participants’ decisions (albeit accurate) are not
available to the experimenter. It is also possible that the said
associations may not exactly match the participants’ experience from
encoding, even if they inform accurate R-based responses. The
subjectivity can be further reduced if participants are also able to
accurately produce the relational details that informed their R-based
decisions. However, we argue that a certain level of subjectivity still
remains, given the nature of the task asking participants to distinguish
between K and R responses, based on whether they just have the
feeling of familiarity with memory probes or they can also retrieve
specific associated details (including about their own subjective
reaction to the stimuli during encoding), which could then also be
assessed more objectively with follow-up assessments. Given these,
we use the term “subjective RM” in a relative (yet, informative) way,
in the context of complementing the R/K task with a more objective
task assessing RM based on identifying item—context matches. As
discussed below, this relative dichotomic combination of tasks
captures more comprehensively the richness of RM than any of the
two approaches alone. Future studies should further investigate the
link between the impact of emotion on memory performance in R/K
tasks with varying degrees of subjectivity and accuracy in tasks
assessing objective RM.

Measuring subjective and objective RM together permits a more
comprehensive assessment of RM and better captures the complexity
of episodic memory. Specifically, testing subjective RM, with the
R/K test, captures how processing an item can be accompanied by the
activation of connected informational representations, which is a
defining feature of RM (Eichenbaum et al., 1992). As detailed in the
Methods section, the present study also adapted the R/K to capture
RM aspects that the traditional R/K tasks do not, by presenting
participants with only portions of an image (instead of whole
pictures) and encouraging them to retrieve associated contextual
details from encoding (including other elements of the picture). One
limitation of the R/K test for investigating RM is that Remember
responses do not solely reflect retrieval of associations but also
depend on item memory, as suggested by evidence of correlations
between item memory accuracy and R-based responses (Dobbins
et al., 2000; Dunn, 2004). Nevertheless, when used together with an

objective measure of RM, as employed here, the R/K test allows for a
more complete assessment of emotion’s effects on RM. This design
also permits the investigation of possible links between these two
measures of RM (e.g., to see if accuracy in the subjective RM is
confirmed by objective RM accuracy). Hence, measuring both
subjective and objective RM captures more fully the complexity of
episodic memory, thus compensating for their individual limitations.

The R/K test allows a more specific assessment of emotion’s
effects on memory retrieval. That is, unlike the typical old/new
recognition tasks that capture only general item memory, the R/K
task specifically distinguishes between memory for items accompanied
by subjective RM (i.e., recollection/R-based responses) from
memory for items without RM (i.e., familiarity/K-based responses;
Yonelinas, 1994, 2001; Yonelinas et al., 2010). This is particularly
the case for the present study’s implementation of the R/K task
(see Figure 1 and the Methods section), and this dissociation can be
investigated at both behavioral and brain imaging levels. Although
previous research has not yet systematically examined emotion’s
impacts on subjective and objective RM together, the study by
Rimmele et al. (2011) deserves to be noted, as it employed the R/K
task and also measured objective RM. This study showed that
emotion yielded higher rates of Remember responses, which were
followed by increased rates of objective RM misses. However, the
study did not account for attention nor employ integrated stimuli,
which bear relevance for understanding the differential effects of
arousal on various aspects of episodic memory.

Regarding the role of attention, although impaired RM by emotion
may be attributable to the attention-capturing effects of emotion,
studies supporting the prevalent view did not record or manipulate
participants’ eye movements to investigate this possibility. Indeed,
emotional information tends to capture attention (Ohman et al.,
2001), which in turn can lead to enhanced memory for central aspects
at the expense of memory for peripheral/contextual details
(Kensinger et al., 2007; J. S. Kim et al., 2013; Riggs et al.,
2011; Steinmetz & Kensinger, 2013). This suggests an indirect
effect of emotion, which can disrupt RM via increasing fixation on
specific emotional aspects of the stimuli, as suggested above. Hence,
it is important to assess such effects using eye-tracking and task
manipulations that can enhance or reduce the impact of attention-
related effects—for example, by instructing participants which
aspects of the stimuli to attend (item/foreground vs. context/
background; F. Dolcos et al., 2022; F. Dolcos, Katsumi, Shen, et al.,
2020). However, such manipulations of experimental conditions or
instructions have not been used in conjunction with measures of
visual attention to distinguish between attention-related and other
factors influencing RM. With this focus, it is also important to
distinguish between objective and subjective RM, given the
evidence showing that negative emotion’s impact on the latter, as
measured in free recall tests, is independent of attention (Talmi et al.,
2007). Therefore, another main goal of the present research was to
clarify the impact of emotion on objective RM specifically by
measuring and accounting for the effects of attention.

Finally, regarding stimulus integration, consistent with the idea
that emotion can bind together central and contextual details of events
into unified representations (Chiu et al., 2013), studies reporting
an enhancing effect of emotion on RM have often used integrated
stimuli. Aside from using stimuli with semantically and perceptually
connected elements (e.g., realistic foreground—background pairings;
Madan et al., 2020; Mickley Steinmetz et al., 2016; Ventura-Bort,
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Figure 1
Diagram of the Encoding and Retrieval Tasks

Encoding (with eye-tracking)
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R/K/N Task Matching Task

Subjective RM: Objective RM:
Accurate Recollection Accurate Identification
(R)-based Responses of Matches

Note. During encoding, participants viewed emotional and neutral images and then rated their
reactions to them. Studies 1 and 2 (free viewing) did not involve any cueing about where to focus
attention, whereas in Study 3 participants were cued to focus either on (foreground focus) or
away from (background focus) the emotional content of stimuli. In all studies, the foreground
was either negative or neutral, whereas the background was always neutral, and participants
were not informed that their memory would be tested (incidental learning). During retrieval, for
all studies, subjective RM was first tested, and then for all images initially shown during
encoding, objective RM was also tested. Notably, the recollection-based responses in the R/K
task reflect subjective RM, because participants are asked to make them only if they can
remember specific contextual details associated with the items viewed during encoding. This is
different from previous RM studies, in which participants made less specific old/new responses
to items. Moreover, unlike previous studies, the present design also allowed probing the link
between subjective and objective RM (i.e., to test if subjective RM accuracy is confirmed by
objective RM accuracy). Functional magnetic resonance imaging data were also recorded during
encoding in Study 3. RM = relational memory; R/K/N = Remember/Know/New. Adapted with
permission from “The Impact of Focused Attention on Emotional Experience: A Functional
MRI Investigation,” by F. Dolcos, Y. Katsumi, C. Shen, P. Bogdan, S. Jun, R. Larsen, W.
Heller, K. Freeman Bost, & S. Dolcos, 2020, Cognitive, Affective, & Behavioral Neuroscience,
20, pp. 1011-1026 (https://doi.org/10.3758/s13415-020-00816-2), Copyright 2020 by Springer
Nature, and “The Impact of Focused Attention on Subsequent Emotional Recollection: A
Functional MRI Investigation,” by F. Dolcos, Y. Katsumi, P. C. Bogdan, C. Shen, S. Jun, S.
Buetti, A. Lleras, K. F. Bost, M. Weymar, S. Dolcos, 2020, Neuropsychologia, 138(10), p. 3
(https://doi.org/10.1016/j.neuropsychologia.2020.107338), Copyright 2020 by Elsevier. See the
online article for the color version of this figure.
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Dolcos, et al., 2020; Ventura-Bort, Wendt, et al., 2020), integration
can also be promoted through instructions that facilitate binding
(e.g., instructing participants to imagine that an object is part of
a background scene; Bogdan, Dolcos, Federmeier, et al., 2023;
Ventura-Bort et al.,, 2016). Indeed, semantic relatedness among
aspects of the memoranda is relevant to RM, and emotional stimuli
tend to have increased semantic cohesiveness compared with neutral
stimuli (Badham et al., 2012; Barnacle et al., 2021; Caplan et al.,
2019; Phelps et al., 1997). Moreover, emotional-neutral pairs, as
a whole, are less semantically related than neutral-neutral pairs,
which may explain impaired RM for the emotion—neutral pairs and
can confound the impact of emotion on RM if the semantic item—
context integration is not controlled for (Barnacle et al., 2021).
This is consistent with theoretical work, such as the object-based
framework by Mather (2007), which posits that emotion enhances
memory for information perceived to be part of the same object. This
framework is based, in part, on evidence of how specific features of
emotional stimuli, such as their color or location, are better retrieved
than features of neutral stimuli (D’ Argembeau & Van der Linden,
2004; Doerksen & Shimamura, 2001; Kensinger & Corkin, 2003).
Because the realistic nature and ecological validity of stimuli are
essential aspects to consider, we developed composite pictorial
stimuli with distinguishable but integrated item—context features.

Neural Correlates of Emotion-Memory Interactions

Neuroscientific data are invaluable for understanding the effects
of emotion on memory and can inform cognitive interpretations
of behavioral data. During the last few decades, overwhelming
evidence has been accumulated regarding the neural correlates
associated with the impact of emotion on episodic memory. Using
task-related functional magnetic resonance imaging (fMRI), we and
others have shown that the memory-enhancing effect of emotion is
linked to the engagement of neural mechanisms involving interplays
among cortical and subcortical brain regions (F. Dolcos et al.,
2004b; Murty et al., 2011; Sharot et al., 2004). An influential
hypothesis in the field—the “modulation hypothesis”—highlights
the contribution of medial temporal lobe (MTL) structures involved
in emotion processing (amygdala, AMY) and memory (hippocam-
pus, HC, and the associated parahippocampal cortices, PHC), linking
the memory enhancement by emotion to modulatory influences of
AMY on HC activity, during encoding and early stages of
consolidation (McGaugh, 2004). Aside from this direct mechanism,
involving cortical and subcortical MTL structures, evidence also
points to a mediated mechanism, involving indirect influences
through cortical structures associated with various aspects of
processing that contribute to the memory-enhancing effect of
emotion (F. Dolcos et al., 2017; LaBar & Cabeza, 20006).
Specifically, linked to their role in semantic memory, working
memory, and attention, evidence points to a role of ventral and
dorsal lateral prefrontal cortices (VIPFC, dIPFC), as well as parietal
cortical areas, respectively.

The MTL mechanisms mentioned above also contribute to
enhanced subjective RM by emotion, which is associated with
agonistic/synergistic AMY-HC interactions (F. Dolcos et al.,
2005; F. Dolcos, Katsumi, Bogdan, et al., 2020; Sharot et al.,
2004). However, impaired RM by emotion is associated with
antagonistic AMY-HC interactions, as shown by evidence that
AMY activation during encoding predicts lower RM accuracy and

reduced HC activity (Bisby & Burgess, 2017; Bisby et al., 2016).
These findings are consistent with the emotional binding account
by Yonelinas and Ritchey (2015), who posit that enhanced item
memory by emotion is linked to interactions between the AMY and
other MTL regions associated with memory for items (perirhinal
cortex [PRC]), whereas reduced persistence of emotional RM is
linked to reduced HC involvement during item—context binding.
This interpretation is consistent with the attentional account
mentioned above regarding the opposing effects of emotion on
item memory versus RM, whereby focusing on emotional aspects
facilitates item—emotion binding, at the expense of item—context
binding. Relatedly, narrower attention predicts decreased HC
activation (Voss et al., 2017), which may explain why some studies
show impaired HC activity by emotion (for elaboration on this
reasoning, see Voss et al., 2017). However, no previous study has
investigated the role of MTL regions in the impact of emotion on
subjective versus objective RM and on the link between them or
accounted for attentional effects. Finally, outside the MTL, prefrontal
cortex (PFC) areas also play a role in emotional modulation of
memory, and their involvement is typically linked to top—down
effects (F. Dolcos et al., 2017; Etkin et al., 2011). For instance,
activity in both VIPFC and dIPFC regions during encoding predicts
enhanced emotional memory (F. Dolcos et al., 2004a; Murty et al.,
2011; Schiimann & Sommer, 2018). Moreover, the involvement of
the VIPFC in recollection (Ranganath et al., 2003) identifies this
region as a particular target in the investigation of subjective RM, but
no previous study has investigated its role in the impact of emotion
on subjective versus objective RM and the link between them.

The Present Research

To address the open questions highlighted above, the present
research measured and manipulated attention-related effects during
encoding of composite pictorial stimuli with integrated item—context
content. Additionally, the retrieval tasks allowed for increased
specificity in measuring the impact of emotion on subjective RM,
objective RM, and the link between them (Figure 1). In separate
studies, participants were either asked during encoding to freely
view composite emotional and neutral pictures (Studies 1 and 2) or
were cued by an instruction screen to focus on foreground (FG) or
background (BG) aspects of the images (Study 3). After viewing each
image, participants rated their emotional experience on a 5-point
scale (1 = not at all negative; 5 = very negative). During encoding,
Studies 1 and 2 recorded eye-tracking data to account for eye
movements, and Study 3 also recorded fMRI data. Each study used
the same retrieval procedures with a retention interval of 3—7 days.
During retrieval, participants first completed a Remember/Know
test for memory of the emotional and neutral foregrounds, which
probed item memory and subjective RM. Then, similar to previous
RM studies, participants were also asked to identify the exact item—
context combinations that they saw during encoding, based on being
shown the original and recombined versions of all old composite
pictures (objective RM).

Unlike previous studies, this combined task allowed for the
specific assessment of subjective and objective RM, both separately
and linking them. Regarding the latter, the present design specifically
allowed us to test the possibility that emotion does not just enhance
the likelihood of subjective RM (F. Dolcos, Katsumi, Bogdan, et al.,
2020) but also increases the likelihood of accurate subjective and
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objective RM together. Given that emotion enhances item memory,
to examine its effects on subjective RM specifically, analyses focused
on R versus K comparisons and also incorporated measurements
from an objective RM test. The latter was measured right after via a
forced-choice recognition test by asking participants to identify the
item—context combinations that they saw during encoding (Figure 1).
The assessment of attentional effects, linked to both natural scanning
paths of visual pictorial stimuli and to cued manipulations of
attentional focus (on or away from the emotional content of images),
allowed us to account for effects of attention (both statistically and
through task manipulation) in the impact of emotion on RM. Finally,
recording fMRI data allowed investigation of the associated
MTL and PFC mechanisms, with the expectation that enhanced RM
by emotion would be associated with agonistic/synergistic engage-
ment of AMY and HC, with possible additional top—down influences
from the PFC.

Study 1

In Study 1, we tested the pattern emerging in the literature
mentioned above, whereby emotion enhances subjective RM but
impairs objective RM. As mentioned above, this hypothesis has
not been systematically tested in the literature. This was done here
by directly comparing these effects within the same sample of
participants. Importantly, increased comprehensiveness in measuring
RM also allowed us to test the possibility that emotion does not just
enhance the accuracy of subjective RM (F. Dolcos, Katsumi,
Bogdan, et al., 2020) but also increases the likelihood of being
confirmed by accurate objective RM. To test this prediction, analyses
compared the effect of emotion on recollection-based (item memory
with RM) versus familiarity-based (item memory without RM)
accuracy. Along with investigating this novel area, this study is also
the first to statistically account for attention-related effects in
measuring objective RM, based on recording eye-tracking data.

Method
Participants

Twenty-nine in-person participants recruited from a local
university (62% female, 38% male; My, = 19.7, SD,pe = 1.30;
31% White, 38% Asian, 21% Hispanic, 10% Black) completed
the encoding and retrieval tasks for this study (no exclusions).
Information regarding the participants’ sexes was collected by
simply asking participants to state their sex. Ethnicity was assessed
by asking participants to select from among five options, “Asian or
Pacific Islander,” “Black,” “First Nations origin,” “Hispanic,” or
“White, not of Hispanic origin”; for each option, a brief description
was provided. Similar procedures were used for Study 2, with slight
differences noted (see example below), and Study 3 used identical
procedures to those from Study 1. For instance, for Study 2
(replication study), participants were provided with the following
response options assessing gender: “Male,” “Female,” “Other,” or
“Prefer not to say.” The sample size was motivated by related
studies on emotional RM (e.g., Dunsmoor et al., 2019; Madan et al.,
2020), and replication of the findings was tested in Study 2,
involving a larger sample. All participants provided informed
consent under a protocol approved by the institutional review
board (IRB) and received course credit. Below, we report the

variables we collected via our tasks; see also Supplemental
Material 1—Questionnaires, which details a list of questionnaires
collected to assess individual differences, although these are not
analyzed here. The present studies were not preregistered.

Procedure

Encoding Task. As illustrated in Figure 1, composite images
(60 negative and 30 neutral) were presented one at a time, and
participants were instructed to look at each of them naturally and
then rate their emotional response to each picture. No specific
instructions about how to scan the pictures were provided. Composite
images were created by overlaying negative or neutral FG components
upon visually complex neutral BGs (the proportions of FG and BG
areas were about 50%/50%), with FGs and BGs carefully selected
so that the two components formed an integrated image. The FG and
BG components were extracted from freely available online sources
and affective picture databases, including the International Affective
Picture System (Lang et al., 1997), Geneva Aftective Picture Database
(Dan-Glauser & Scherer, 2011), Military Affective Picture System
(Goodman et al.,, 2016), Nencki Affective Picture System
(Marchewka et al., 2014), and Emotional Picture Set (Wessa
et al., 2010). A validation study (N = 19) showed that the negative
and neutral composite images were matched for FG location (i.e.,
top, bottom, left, right, middle), complexity, brightness, contrast,
human presence, and animal presence (all ps > .05) and confirmed
(using 9-point Likert scales) that the emotional images were negatively
valenced (Myence = 246, SDv1ence = 0.79) and arousing (M arousa =
4.95, SD arousal = 1.05), while neutral images were appropriately
neutral (Mvaence = 4.79, SDvaience = 0.48) and nonaro-
using (Marousal = 2-17, SDarousal = 0.46); the two conditions
showed significant differences in both arousal and valence
(both ps < .001).

Eye Tracking. During encoding for the in-person studies, eye
positions and movements were recorded from each participant’s
right eye using the EyeLink 1000 system at a sampling rate of 1,000
Hz (SR Research, ON, Canada). A pseudorandom 9-point calibration
was performed at the beginning of the experimental session and after
every other experimental block. The monitor’s diagonal measured
21", corresponding to 43° of visual angle at the participant’s viewing
distance of 58 cm. Fixations and saccades were determined using
a displacement threshold of 0.1°, a velocity threshold of 35°/s, and
an acceleration threshold of 9,500°/s> (SR Research). Gaze analyses
focused on the proportion of fixations within the FG or BG
components.

Retrieval Task. Six days following encoding, participants
completed the surprise retrieval tasks illustrated in Figure 1. This
multiday retention interval was employed to avoid possible ceiling
effects and because emotion’s impact on memory increases over
time (F. Dolcos et al., 2013; Kleinsmith & Kaplan, 1963; Ritchey et
al., 2008). In each trial, participants were first shown a FG
component in grayscale (the original 90 images from encoding plus
45 foils: 30 negative and 15 neutral) and instructed to perform the
Remember/Know/New task (Geraci et al., 2009; Tulving, 1985), by
(a) choosing Remember (R) if they identified the FG as old and
could also recollect specific contextual details from encoding, such
as information about the BG and/or information about their thoughts
and/or feelings when initially encountering the stimuli, (b) choosing
Know (K) if they knew that the FG was old but could not retrieve
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any specific contextual details as the image simply felt just familiar
to them, or (c) choosing New (N) if they had no memory for the FG
images. For Remember and Know responses, examples were
provided of how people may experience such memories outside
the laboratory, like encountering someone and remembering that
they are a classmate (Remember) or instead just knowing that they
have met before but without remembering any contextual details
(Know). For Remember responses, although it is difficult to know
the specific recollected details that informed their decisions (hence
the subjective nature of the task), Remember responses nonetheless
reflect the ability to retrieve contextual associations from encoding.
Given that the task presents participants only with the FG
component of the stimuli and encourages them to try and retrieve
associated contextual details (including from the pictures’ back-
ground), it is also more likely than in the traditional R/K studies
using the whole pictures as cues (e.g., F. Dolcos et al., 2005) that
these contextual details are related to the BG component of the
composite pictures (i.e., FG-BG associations). This is consistent
with earlier evidence on the types of contextual details retrieved
during recollection, showing that the visual and spatial information
is commonly retrieved following encoding screens where multiple
stimuli are shown near one another (Perfect et al., 1996). Hence,
subjective confirmed by objective RM refers to the fact that
accuracy in the objective RM test confirms the accuracy of the
subjective RM responses, but not necessarily the exact details that
informed the accurate recollection-based responses. Overall, using
a combination of tasks that assess both subjective and objective
memory associations, and the link between them, allowed us to
capture more completely the richness of episodic memory and to
measure the impact of emotion on RM. This approach can also
mimic the retrieval of memories for real-life events, where reflecting
on recollected memories can be complemented by confirmation
of their accuracy based on objective sources (photos/footage of
events). Identifying the exact contextual details (perceptual or
otherwise) that informed the Remember responses was beyond the
goals of the present design and is a question for further research.

Following the R/K responses, participants rated their level of
confidence using a 3-point scale (not illustrated in Figure 1 and not
analyzed here). Then, objective RM was tested for all old items
(regardless of the R/K accuracy) using a three-alternative forced-
choice task (Figure 1). Participants were shown the FG components
overlaid upon three different BGs from the encoding session (one
identical and two recombined) and instructed to select the correct
match and then reported their confidence again (also not analyzed
here). Notably, the two foil BG options were designed to be equally
integrated (semantically and visually) with the FG component for
both emotional and neutral conditions.

Data Analysis

Item memory was assessed in terms of raw and corrected
recognition scores for the R/K test (hit—false alarm rates), calculated
separately for the emotional and neutral conditions, with a focus on
the R-based responses, reflecting subjective RM. Objective RM
was assessed as accuracy in the three-alternative forced-choice
task. Subjective confirmed by objective RM was assessed as the
proportion of old items associated with both Remember responses
in the R/K test and accurate FG-BG matches in the objective
RM test (i.e., RHit-Hit). Memory scores were submitted to

paired ¢ tests comparing the emotion and neutral conditions and
two-way repeated measures analyses of variance (ANOVAs) with
picture type (Emotional vs. Neutral) and memory (Remember vs.
Know) as factors.

The gaze analyses first used paired ¢ tests to compare the
proportion of fixations in the BG between the emotional and neutral
conditions. The effect of picture type on gaze was also assessed
using a multilevel linear regression (R-style equation):

BG Gaze ~ 1 + Picture Type + (Picture Type|Participant). (1)

Next, a multilevel logistic regression was used to investigate the
effect of picture type on objective RM while controlling for gaze:

Objective RM ~ 1 + Picture Type + BG Gaze
+ (Picture Type + BG Gaze|Participant). (2)

Based on the coefficients from these two regressions, an attention-
related indirect effect of emotion on objective RM was also
measured (Picture Type — BG Gaze — Objective RM), and the
significance of the mediation was assessed using Monte Carlo
simulations (described by Selig & Preacher, 2008). The focus was
on the effects of gaze on objective RM because it was here that we
expected possible diverging effects mediated by attention. On the
contrary, examining subjective RM while accounting for gaze
contributes less to this specific aim. However, for completeness, a
similar regression was also performed predicting subjective RM as a
function of emotion and BG gaze (see Supplemental Material 2—
Additional Eye-Tracking Results).

Software and Modeling Details

Multilevel regressions were tested using R (R Core Team, 2013)
and the Ime4 package (Bates et al., 2015). The models included
random intercepts and random slopes for each predictor, grouped
by participant, and modeled the full variance—covariance structure
among these random effects. This strategy is consistent with
recommendations and evidence that simpler models, such as ones
with only random intercepts, inflate the Type I error rate of predictor
coefficient significance (Barr et al., 2013; Meteyard & Davies, 2020).

The statistical assumptions of the ¢ tests, ANOVAs, and
multilevel regressions were evaluated (e.g., the normality of
residuals) and revealed that these assumptions were violated in
some cases. However, previous studies have shown that the
violations we saw are generally of no concern, as long as there are
no highly influential outliers (Knief & Forstmeier, 2021; Lumley
et al., 2002). This was confirmed to indeed be the case (analyzed
variables |Z| < 2.5 for every study in the article). Hence, consistent
with the suggestion by Knief and Forstmeier (2021) that researchers
lean toward parametric tests, even if normality assumptions are
violated (e.g., because they permit clearer comparison between
articles), parametric tests were used for the results reported below.
Nonetheless, to guarantee the robustness of the findings, the
analyses were also tested using nonparametric procedures: the
Wilcoxon signed-rank test, the Friedman test, and a bootstrapping
approach for testing significance in the multilevel regressions.
These analyses showed that every significant result of a parametric
test remained significant when tested using a nonparametric
test (ps < .05).
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Results

Emotion Enhances Subjective Relational Memory
Confirmed by Objective Relational Memory

First, this study replicated the typical evidence of enhanced
item memory by emotion, and, because this effect was driven by
recollection (R-based responses; Table 1 and Figure 2A), it also
replicated findings of enhanced subjective RM by emotion (F.
Dolcos et al., 2005; Rimmele et al., 2011; Sharot et al., 2004). This
was evidenced by a two-way ANOVA yielding a significant main
effect of emotion, F(1,28)=15.1,p <.001, n% =.35, and Emotion X
Memory interaction, F(1, 28) = 8.12, p = .008, n% = .22, along with
post hoc tests identifying greater R-based memory for emotional
than for neutral items, #(28) = 3.95, p < .001, d = 0.73. Importantly,
this study also confirms our overarching hypothesis by providing
evidence of enhanced subjective RM accuracy confirmed by
objective RM accuracy by emotion (Emo RHit-Hit > Neu RHit-Hit;
Figure 2B and Table 1), which was likewise driven by R-based
responses. This was evidenced by another two-way ANOV A showing
a significant main effect of Emotion, F(1, 28) = 10.5, p =.003, nf, =
.27, and a significant Emotion X Memory interaction, F(1, 28) = 8.67,
p =.006, nf, = .24, along with post hoc tests showing greater rates of
RHit-Hit for emotional than for neutral images, #28) =4.00, p < .001,
d = 0.74. These findings show that when RM is conceptualized in
terms of both subjective and objective responses, emotion enhances
RM even if attention is not accounted for.

Emotion Enhances Objective Relational Memory When
Statistically Accounting for Attention

When testing objective RM separately, there was no memory
enhancement by emotion, #28) = 0.88, p = .39, d = 0.16 (Table 1).
These results parallel previous studies identifying null effects of
arousal on contextual memory (Pereira et al., 2021a; Symeonidou &
Kuhlmann, 2022). However, this analysis did not yet account for the
attention-capturing effect of emotion using eye tracking. Instead,
when eye-tracking data were incorporated, both impairing and
enhancing effects of emotion on objective RM were identified.
Namely, images with negative FG were associated with significantly

Figure 2
Enhanced Subjective Relational Memory and Subjective Confirmed
by Objective Relational Memory

(A) (B)

0.5 - - 0.4 -
T 04 - P I’
nEt @ 0.3 A
03 A &
o £ 0.2 4
% 0.2 4 = ] ]
o} T
5 0.1 4 0.1 1
3] ] [
0 - 0 A
R K R K R K R K
Emotional Neutral Emotional Neutral
Note. (A) Emotional images yielded higher rates of accurate recollection-

based responses (subjective relational memory) and (B) higher rates of
subjective confirmed by accurate objective relational memory (RHit-Hit). R =
Remember; K = Know. See the online article for the color version of this figure.
*p<.05 p<. 0l FFFp <00l

fewer fixations within the BG areas compared with the images with
neutral FG, #(28) = —8.52, p < .001, d = —1.58 (Figure 3A). In turn,
consistent with an attention-capturing effect of emotion leading to
reduced processing of contextual/BG details, this had an impairing
effect on objective RM accuracy, as illustrated by the mediation
model (a x b =-0.11[-0.20, —0.04], p < .001; Figure 3B and 3C).
Importantly, aside from this indirect effect, a significant direct
enhancing effect of emotion on RM was also identified, when gaze
was statistically controlled for via a multilevel regression (Figures 3B
and 3C). See also Supplemental Material 2 (Additional Eye-Tracking
Results) for the findings from a similar regression predicting
subjective RM as a function of emotion and BG gaze. These findings
(replicated in Study 2) show the importance of accounting for
attention in examining the impact of emotion on RM.

Discussion

Together, these findings highlight the importance of both using
complementary measures of RM to capture the richness of RM

Table 1
Retrieval Results for Study 1
Remember/Know

Picture type RHit KHit R-FA K-FA
Emotional A48 [.40, .56] .26 [.20, .32] .10 [.04, .15] .20 [.14, .25]
Neutral 35 [.27, 44] .25 [.20, .31] .12 [.03, .20] A8 [12, .25]

R/K and objective RM Objective RM
Picture type RHit-Hit KHit-Hit (RM) hit
Emotional .29 [.23, .36] 13 .10, .17] .54 .51, .58]
Neutral .20 [.15, .24] 13 .10, .17] .53 [.49, .56]
Note. The Remember/Know (R/K) columns indicate the response rates for old images correctly identified

as old (uncorrected hit rate) and new/foil images incorrectly identified as old (false alarms). The “R/K and
objective RM” column indicates the proportion of old trials where participants responded R or K and also
made a correct objective RM response. The RHit-Hit rate represents subjective confirmed by objective RM.
The objective RM results correspond to the objective RM accuracy, calculated separately. R-FA =
remember-false alarms; K-FA = know-false alarms; RM = relational memory.
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Figure 3
Enhanced Objective Relational Memory by Emotion When Statistically Accounting
for Attention
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Note. (A) The emotional images were associated with fewer fixations within the neutral BG
areas. (B and C) The proportion of fixations in the BG areas significantly predicted subsequent
RM accuracy, but, once gaze-related differences between the emotional and neutral conditions
were controlled, a direct enhancing effect of emotion on RM accuracy emerged, alongside an
indirect impairing effect. The results here are based on a multilevel regression. See also
Supplemental Figure S1, which illustrates the results of fitting a separate logistic regression for
each participant. BG = background; RM = relational memory; NS = not statistically significant.

See the online article for the color version of this figure.
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with increased specificity and controlling for attentional effects in
studying the impact of emotion on memory. These allowed us to
provide reconciling evidence concerning opposing effects of emotion
on RM and showed that, indeed, depending on how emotional RM
is conceptualized and measured, enhancing or impairing (or null)
effects can be identified. The results also point to a distinction between
subjective and objective RM, given earlier evidence that the emotion’s
effects on the former do not hinge on attentional mechanisms (Talmi
etal.,2007). However, given the relatively limited sample size of the
present study (N = 29), areplication study (Study 2) was conducted,
targeting the same emotional memory effects and recording eye-
tracking data to account for effects of attention.

Study 2

This study aimed to replicate the primary results of Study 1. First,
the study aimed to replicate the identified enhancing effects of
emotion on subjective RM and the enhancing effects on subjective
confirmed by objective RM. Second, the study aimed to replicate
the two effects seen linked to objective RM—namely, the impairing
indirect effect of emotion mediated by attention along with
the enhancing direct effect of emotion. Because of COVID-19

restrictions, this study was conducted online and used webcam-
based eye tracking (Papoutsaki et al., 2016). Previous studies,
including from our group, have demonstrated the efficacy of
webcam-based eye tracking and its ability to replicate findings
identified via traditional, infrared eye tracking (Bogdan, Dolcos,
Buetti, et al., 2023; Schneegans et al., 2021; Semmelmann &
Weigelt, 2018; Yang & Krajbich, 2021).

Method
Participants

Seventy-seven participants were recruited from the local
university (60% female, 38% male, 2% other; M,,. = 19.4;
SD,4. = 1.22) and completed both the encoding and retrieval tasks
for this online study. The demographics information corresponds
to participants’ genders, measured by providing participants with
four options: “Male,” “Female,” “Other,” or “Prefer not to say.”
Ethnicity was not recorded due to a technical error in transitioning
from in-person to online data collection. Data from 13 participants
were excluded because of below chance memory accuracy (false
alarm rate > item hit rate or RM accuracy <33.4%) or low response
rates (no response in 20% or more trials), yielding a final sample of
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64 participants. Importantly, the findings do not meaningfully
change if all data sets are included (all significant effects remain p <
.05). This sample size was motivated by power analyses done using
the Study 1 data. Based on the Study 1 ANOV As and the Emotion X
Memory interaction effect, power analyses using G*Power (Faul
et al., 2009) show that the sample size of 64 has high power (99%,
o = .05) to detect significant emotional enhancement of subjective
confirmed by objective RM. Additionally, based on Study 1 multilevel
regressions, power analyses using the simr R package (Green &
MacLeod, 2016) show that the sample size also has sufficient power
(90%, o = .05) to detect a significant effect of emotion on objective
RM; simr is a Monte Carlo tool designed for power analysis of
multilevel regressions. Participants provided informed consent under
a protocol approved by the IRB and received course credit for
participation. Like in Study 1, questionnaires were also collected (see
Supplemental Material 1—Questionnaires), but those data are not
analyzed here.

Procedure

The task design was identical to Study 1, except for transitioning
the study into an online environment. This involved slightly
shortening the retention interval (3—5 days), to account for lower
engagement typically seen in online studies, and using participants’
webcams for eye tracking. The latter was done with the WebGazer.js
package (Papoutsaki et al., 2016), which predicts gaze location in real
time and saves the location coordinates: one coordinate (x, y) per
webcam refresh (25-40 Hz, depending on participants’ webcams).
Participants were instructed to stay as still as possible and to keep their
faces relatively close to their laptop webcam and screen, so that their
faces spanned roughly 50% of the height of their webcam’s video
capture range (an example image was provided to help participants
position their faces). Analyses were the same as in Study 1 but with a
change to accommodate the webcam-based eye-tracking data. Unlike
Study 1 (measuring the proportion of FG/BG fixations), Study 2
measured the proportion of time spent within the FG/BG areas
because the webcam-based gaze data are too noisy to model fixations.
Further details on the webcam-based eye-tracking procedures are

provided in our earlier methodological report comparing in-person
and online eye tracking (Bogdan, Dolcos, Buetti, et al., 2023).

Results

Each significant result from Study 1 was replicated. Specifically,
emotion enhanced subjective RM, as increased item memory for
emotional stimuli, #(63) = 9.57, p < .001, d = 1.21, was driven by
recollection (R-based responses; Table 2 and Figure 4A). This was
evidenced by a two-way ANOVA yielding a significant Emotion X
Memory interaction, F(1, 63) = 26.2, p < .001, q?, = .29, and
associated post hocs. Likewise, emotion enhanced subjective RM
accuracy confirmed by objective RM accuracy by emotion, Emo
RHit-Hit > Neu RHit-Hit; #63) = 7.66, p < .001, d = 0.97 (Table 2
and Figure 4B). This effect was also driven by R-based responses,
as evidenced again by a two-way ANOVA showing a significant
Emotion X Memory interaction, F(1, 63) =25.2, p <.001, nf, =.29,
and associated post hocs. Finally, as described below, the multilevel
regression replicated the dual enhancing (direct) and impairing
(indirect) effects of emotion on objective RM (Figure 4C).

This study also showed similar eye-tracking and objective
RM results to those from Study 1. Namely, images with negative
FG were associated with significantly less gaze within the BG areas
compared with the images with neutral FG, M., = .41 [.37, .45],
Myew = 44 [41, 47]; #(63) = —4.3, p < .001, d = —0.54. This
attention-capturing effect of emotion, in turn, yielded a significant
indirect impairing effect on RM accuracy (a x b = —-0.013 [-0.024,
—0.004]; Figure 4C). Finally, alongside this indirect impairing
effect, there was also a significant enhancing direct effect (p = 0.19,
p =.002). In sum, these results reiterate the points made by Study 1:
Depending on how emotional RM is conceptualized and measured,
impairing or enhancing effects can be identified. This speaks to the
value of measuring RM with increased specificity and accounting
for emotion’s attentional effects on memory.

Discussion

Study 2 replicated each significant result from Study 1, including
the attention-related findings, which were identified via webcam-based

Table 2
Retrieval Results for Study 2
Remember/Know

Picture type RHit KHit R-FA K-FA
Emotional 49 [.44, 53] 31 [.27, .35] .06 [.04, .08] A8 .15, .21]
Neutral .29 [.25, .33] 32 [.28, .35] .07 [.04, .10] 21 [.17, .25]

R/K and objective RM Objective RM
Picture type RHit-Hit KHit-Hit (RM) Hit
Emotional .29 [.26, .32] .16 [.14, .19] .54 .51, .57]
Neutral A8 [L15, .21] A5 [13, 18] .50 [.47, .53]

Note. The Remember/Know (R/K) columns indicate the response rates for old images
correctly identified as old (uncorrected hit rate) and new/foil images incorrectly identified as old
(false alarms). The “R/K and objective RM” column indicates the proportion of old trials where
participants responded R or K and also made a correct objective RM response. The RHit—Hit
rate represents subjective confirmed by objective RM. The objective RM results correspond to
the objective RM accuracy, calculated separately. R-FA = remember-false alarms; K-FA =

know-false alarms; RM = relational memory.
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(A) Emotional images yielded higher rates of accurate recollection-based responses

(subjective RM). (B) Emotional images also yielded higher rates of subjective confirmed by
accurate objective RM (RHit-Hit). (C) The proportion of fixations in the BG significantly
predicted subsequent RM accuracy. Modeling the effects of emotion on attention and memory
via a multilevel regression shows a significant enhancing (direct) effect and a significant
impairing (indirect) effect. R = Remember; K = Know; BG = background; RM = relational
memory. See the online article for the color version of this figure.
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eye tracking. These findings were extended in Study 3, which
investigated the same effects, but the study accounted for emotion’s
impact on attention via task manipulation rather than through
regressions using gaze as a predictor. Study 3 also involved the
collection of fMRI data in a subset of participants.

Study 3

This study used the same composite stimuli and basic task design
as in Studies 1 and 2, measuring both subjective and objective RM
and the link between them. However, rather than accounting for
emotion’s impacts on attention via eye-tracking measurement and
statistical control, this study accounted for emotion—attention biases
by instructing participants on how to attend to the composite images,
hence accounting for effects of attention through task manipulation.
Participants were cued before the presentation of each image to
either focus on the FG or BG aspects of the stimuli, and analyses
compared the emotional versus neutral conditions by also including
the attentional focus instruction as a factor. From an emotion
regulation standpoint, this manipulation is equivalent to engaging
focused attention (FA), which is a type of attentional deployment
emotion regulation strategy that can up- or downregulate partici-
pants’ emotional responses (F. Dolcos et al., 2022). Therefore, we

expected that this explicit manipulation of attentional focus would
enhance/diminish the experienced emotion and its modulation of
subsequent memory (F. Dolcos et al., 2022). Accordingly, we
expected that focusing on emotional aspects of stimuli (FG focus)
would maximize the enhanced subjective RM for emotional stimuli
and the likelihood of also being confirmed by accurate objective RM,
hence replicating the findings from Studies 1 and 2. We also expected
that focusing away from the emotional aspects (BG focus) would
diminish the purported attention-capturing effect of emotion and that
this prioritization of processing contextual details would lead to
enhanced objective RM.

Functional MRI data were collected during encoding from a
subset of participants to investigate the MTL and PFC mechanisms
linked to the two main novel behavioral effects: (1) enhanced
subjective confirmed by objective RM (RHit-Hit) for emotional
stimuli, which was maximized when focusing on the emotional
aspects of stimuli (EmoFG condition), and (2) enhanced objective
RM by emotion, which was maximized when focusing on the
contextual details of emotional stimuli (EmoBG condition). For (1),
the focus was on the role of MTL regions identified as being
involved in enhanced subjective RM when upregulating processing
of emotional information, which included amygdalar, hippocampal,
and anterior PHC areas (F. Dolcos, Katsumi, Bogdan, et al., 2020).
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We expected that subregions of these areas would also be associated
with enhanced subjective confirmed by objective RM (RHit-Hit) for
emotional stimuli. For (2), the focus was on the role of MTL regions
found to show enhanced activity when upregulating processing of
nonemotional, contextual information, which included posterior
PHC (aka., PHC proper) areas (F. Dolcos, Katsumi, Shen, et al.,
2020). We expected that subregions of these areas would also be
associated with enhanced objective RM when focusing on the
contextual details of emotional stimuli, aside from being associated
with enhanced perceptual processing of contextual information
(R. Epstein & Kanwisher, 1998).

Beyond just this work, memory research in general has demonstrated
that subjective RM and objective RM are linked to MTL involvement,
including hippocampal effects specifically (Eichenbaum et al., 1992;
Eldridge et al., 2000; Manns et al., 2003; Mayes et al., 2007), and earlier
studies on emotional modulation of recollection have likewise reported
MTL/hippocampal involvement (F. Dolcos et al., 2005; Phelps &
Sharot, 2008). Given these previous results, we expected to identify
significant MTL effects linked to the present dependent variables
associated with the highest level of memory performance for the two
main behavioral effects mentioned above. Finally, outside of the MTL,
the focus was on regions of the lateral PFC (vIPFC and dIPFC), which
are broadly involved in affective, attentional, and mnemonic processing
(F. Dolcos, Katsumi, Moore, et al., 2020; Murty et al., 2011; Ranganath
et al., 2003) and thus are targets of particular interest in emotion—
attention—memory interactions. We expected that the PFC’s involve-
ment in enhanced RM by emotion would be consistent with a top—
down role in modulating the MTL activity associated with the two
behavioral effects mentioned above.

Method
Participants

Fifty-four in-person participants recruited from the local
university and surrounding area (M,ge = 26.2, SDye. = 7.8; 67%
female, 33% male; 61% White, 17% Asian, 13% Hispanic, 9%
Black) participated in this study. Sex and ethnicity were recorded
using procedures identical to Study 1. Power analyses, based on the
Study 1 results and using the same procedures as for Study 2,
suggest that this sample has high power (99%, o = .05) to detect
significant emotional enhancement of subjective confirmed by
objective RM, and the sample has sufficient power (80%, o = .05) to
detect a significant effect of emotion on objective RM. A subsample
of this study’s participants (N = 24; M,z = 34.0, SD,,. = 4.8; all
female; 88% White, 8% Hispanic; 4% Black), recruited from a
larger study on mother—child dyads (Fiese et al., 2019), also
underwent MRI recordings during encoding. Three participants
were excluded from all analyses due to outlier emotional ratings
(z score greater than 2.5), and two additional participants were
excluded from analyses involving the R/K test because they never
responded “Remember” for any condition. All participants provided
informed consent under a protocol approved by the IRB and
received course credit or financial compensation.

Procedure

Participants viewed a series of composite images, with instruction
before each image to focus on the image’s FG or BG component and

rated their emotional responses to each image (Figure 1). For
both the emotional and neutral conditions, half of the images were
preceded by a cue to focus on the FG and half by a cue to focus on
the BG: 30 negative FG focus (EmoFG) trials, 30 negative BG focus
(EmoBG) trials, 15 neutral FG focus (NeuFG) trials, and 15 neutral
BG focus (NeuBG) trials. For the subset of participants who
completed the fMRI version of the task, the intertrial interval was
extended to 9.5 s, to allow the hemodynamic response to return to
baseline. Three to seven days (M = 5.22, SD = 1.50) following
encoding, participants completed a surprise retrieval task, identical
to that of Studies 1 and 2. Data on participants’ emotional responses
in each condition were previously reported by F. Dolcos et al. (2022)
for the behavioral participants and F. Dolcos, Katsumi, Shen, et al.
(2020) for the fMRI participants. In this study, eye-tracking data
were recorded for manipulation-check purposes only, to ensure that
participants adhered to the task instructions, but were not reported
here. See, instead, F. Dolcos et al. (2022) for these data in the non-
fMRI subsample and F. Dolcos, Katsumi, Shen, et al. (2020) for
these data in the fMRI subsample.

MRI scanning was conducted via a 3T Siemens MAGNETOM
scanner with a 64-channel head coil, at Beckman Institute’s
Biomedical Imaging Center of the University of Illinois. After the
sagittal localizer and the 3D MPRAGE anatomical images
(repetition time [TR] = 2,000 ms; echo time [TE] = 2.25 ms;
flip angle = 8°; field of view [FOV] =230 x 230 mm?, matrix size =
256 X 256 mmz; slice thickness = 1 mm; volume size = 172 slices;
voxel size=1x 1 X 1 mm3), five blocks of full-brain echo-planar
imaging functional images were acquired axially with a simulta-
neous multislice sequence (TR = 1,500 ms, TE = 30 ms; flip angle =
40°; FOV = 230 x 230 mmz; matrix size = 144 x 144 mmz; slice
thickness = 1.6 mm; volume size = 76 slices; multiband acceleration
factor =4, voxelsize=1.6 X 1.6 X 1.6 mm3; phase encoding anterior
to posterior).

Behavioral Data Analysis

Analyses targeted the same memory measures used in Studies 1
and 2, including subjective RM accuracy, objective RM accuracy,
and subjective confirmed by objective RM (RHit-Hit). These data
were submitted to paired 7 tests, and repeated measures ANOVAs,
with picture type (Emotional vs. Neutral), memory (Remember vs.
Know), and attention (FG focus vs. BG focus) as factors.

Functional Magnetic Resonance Imaging Preprocessing

Preprocessing of fMRI data was performed using SPM12
(Wellcome Department of Cognitive Neurology, London, United
Kingdom). Functional images were first corrected for acquisition
order and realigned to correct for motion artifacts. Next, the high-
resolution anatomical image was co-registered to the first functional
image for each participant, and functional images were spatially
normalized (resampled to 2 mm isotropic voxels) to the Montreal
Neurological Institute template. Last, the functional images were
spatially smoothed using a 6-mm Gaussian kernel, full width at half
maximum.

Blood Oxygenation Level-Dependent Signal Analysis

Analyses of fMRI data were conducted using in-house custom
MATLAB scripts, which were developed at Duke University’s
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Brain Imaging and Analysis Center and are publicly available
online (https://wiki.biac.duke.edu/biac:tools; Denkova et al., 2010;
F. Dolcos, 2013; F. Dolcos et al., 2004b, 2008; Iordan & Dolcos,
2017; lordan et al., 2019; Morey et al., 2009). The fMRI signal was
selectively averaged in each participant’s data as a function of
trial type (Emotional/Neutral, FG/BG focus, RHit-Hit/Miss—Miss,
objective RM Hit/Miss) and TR/time point. Selective averaging
across trial types was performed after trial-level baselines (i.e.,
one TR immediately before stimulus onset) were subtracted, hence
correcting for potential temporal autocorrelation and low-frequency
drifts. The impact of in-scanner motion was further mitigated by
removing trials exhibiting large global signal intensity deviations
(8D > 3). No assumptions about the shape of the hemodynamic
response function were made because this allows finer comparisons
of the MR signal on a TR-by-TR basis (Denkova et al., 2010; F.
Dolcos, 2013; F. Dolcos et al., 2004b, 2008; Iordan & Dolcos, 2017;
Iordan et al., 2019; Morey et al., 2009). This is particularly important
for investigating brain responses linked to emotion processing and
regulation, as they can affect the duration of the blood oxygenation
level-dependent (BOLD) response, hence limiting the effectiveness
of hemodynamic response function modeling (M. A. Lindquist &
Wager, 2007, Waugh et al., 2010, 2014, 2016). The within-
participant (first-level analysis) averages were submitted to paired ¢
tests (second-level random-effects analysis), using the contrasts
detailed below.

Analyses of brain activation targeted two main contrasts, which
both measured subsequent memory effects, or difference due to
memory (Dm) effects (Paller et al., 1987; Paller & Wagner, 2002).
The two contrasts mapped onto two behavioral effects of interest
mentioned above: (1) enhanced subjective confirmed by objective
RM (RHit-Hit) for emotional stimuli, which was found to be
maximized when focusing on the emotional aspects of stimuli
(EmoFG condition), and (2) enhanced objective RM by emotion,
which was found to be maximized when focusing on the contextual
details of emotional stimuli (EmoBG condition). The present
analyses supplement earlier reports focusing on subjective RM alone
(F. Dolcos, Katsumi, Bogdan, et al., 2020) or on general attentional
effects regardless of objective RM (F. Dolcos, Katsumi, Shen, et al.,
2020). Thus, across previous reports and here, the fMRI results cover
subjective and objective RM both separately and together, paralleling
the behavioral analytic strategy. The first effect was examined
using an EmoFG RHit-Hit > Emo Miss—Miss contrast, for which
participants each contributed 9.1 trials, on average, to EmoFG
RHit-Hit and 9.6 trials, on average, to Emo Miss—-Miss (i.e.,
emotion trials where participants both erroneously responded
“New” in the R/K tests and selected the incorrect FG-BG pair). The
right-hand side of the contrast, Emo Miss—Miss, combined data
from the EmoFG and EmoBG conditions, to ensure that there were
sufficient trials, as the EmoFG Miss—Miss condition alone yielded
just 2.5 trials per participant, on average, due to the EmoFG
condition upregulating memory. The second effect was examined
using an EmoBG (RM) Hit > (RM) Miss contrast, for which
participants contributed, on average, 15.6 trials to the EmoBG Hit
condition and 14.4 trials to the EmoBG Miss condition. The
significance of activation clusters was assessed using a cluster-based
significance threshold (see below), and outcomes of these contrasts
identifying patterns of brain activations also served as seed clusters
used for functional connectivity analyses, as described below.

Investigations of responses in both MTL and PFC regions involved
voxel-wise analyses of the BOLD signal, but identification of MTL
activity was further guided by an anatomical region of interest (ROI)
approach. Namely, to specifically identify MTL locations from
neighboring areas, we used an MTL anatomical mask, which was
manually traced based on published guidelines (Moore et al., 2014).
Then, we further guided our investigation by earlier findings
mentioned above regarding the role of MTL regions that were (a)
identified as being involved in enhanced subjective RM when
upregulating processing of emotional information, which included
amygdalar, hippocampal, and anterior PHC areas (F. Dolcos, Katsumi,
Bogdan, et al., 2020), or (b) found to show enhanced activity when
upregulating processing of nonemotional, contextual information,
which included posterior PHC areas (F. Dolcos, Katsumi, Shen,
et al., 2020). The main focus was on clusters from each contrast that
overlapped with these earlier results, but we also provide details on
significant MTL effects outside of those overlapping with our earlier
findings. For the PFC, voxel-wise analyses were performed without
using any guiding anatomical ROIs.

Functional Connectivity Analysis

Nondirectional functional connectivity analyses were performed
to investigate possible agonistic/synergistic effects within the
MTL and top—down influences from PFC on MTL activity. These
analyses used three independent seeds from the MTL (L AMY: —18,
-8, —14; R AMY: 18, —4, —18; L HC: —22, —8, —26) and one from
the PFC (L vIPFC: —44, 28, 16) regions, targeting MTL-MTL and
PFC-MTL interactions. In the MTL, the focus was on examining
modulatory influences of the AMY on activity in memory-related
regions (McGaugh, 2004), consistent with the behavioral effect of
interest—that is, increased subjective RM confirmed by accurate
objective RM for emotional stimuli. For this, bilateral AMY seeds
were identified based on the activation clusters derived from the
EmoFG RHit-Hit > Emo Miss—Miss contrast described above, and
both AMY seeds also overlapped with our earlier findings
on subjective RM (F. Dolcos, Katsumi, Bogdan, et al., 2020).
Similarly, we explored possible modulatory influences on other
MTL areas linked to enhanced objective RM by emotion, which was
maximized when focusing on the contextual details of emotional
stimuli. For this, a left HC seed was identified based on the EmoBG
(RM) Hit > EmoBG (RM) Miss contrast. Finally, aside from these
MTL seeds, a left vIPFC seed was also identified based on the
overlap in activity between the two Dm contrasts mentioned above
and was used to investigate possible top—down modulatory influences
from PFC on MTL activity. In all these analyses, each seed was used
independently for voxel-wise analyses of MTL-MTL and PFC-MTL
functional connectivity.

Measurement of functional connectivity effects used a two-level
approach, much like the analysis of BOLD signals. For the first-level
analysis of each participant, trial-by-trial correlations were measured
for each condition of interest (EmoFG RHit-Hit and EmoBG
[RM] Hit). Among the trials of a given condition, correlations were
measured between the signal extracted from a given seed (averaged
across all seed voxels) and the signal associated with each MTL
voxel. For example, EmoFG RHit-Hit functional connectivity
corresponds to trial-by-trial correlations among the signal extracted
from seed voxels and MTL voxels, both from EmoFG RHit—Hit
trials. For a given participant and condition, this procedure generates
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avoxel-wise map of connectivity between a given seed and each MTL
voxel. Then, the first-level correlations were Fisher z transformed and
submitted to one-sample ¢ tests (second-level analysis), which yielded
voxel-wise # maps. Next, paralleling the analysis of BOLD response,
group-level random-effects ¢ tests were also performed for both
conditions of interest: EmoFG RHit-Hit > Emo Miss—Miss and
EmoBG (RM) Hit > EmoBG (RM) Miss. This approach has been
validated by previous research (F. Dolcos et al., 2006; Iordan &
Dolcos, 2017) and is similar to a -series correlation (Rissman et al.,
2004) but uses the BOLD signals rather than  values.

To assess statistical significance, a primary (voxel-level) intensity
threshold of p < .005 (uncorrected) was used, and the necessary
cluster extent thresholds to correct for multiple comparisons at p <
.05 were determined using the “Slotnick method” (https://osf.io/
3wf7b/; Slotnick, 2017a, 2017b). This version was last updated
on April 24, 2019. The Slotnick technique estimates a cluster-level
threshold corrected for multiple comparisons via Monte Carlo
simulations. For each iteration, a three-dimensional brain volume is
modeled by sampling from a normal distribution, which is smoothed
by the specified full-width half maximum estimated from the data. A
voxel-wise intensity threshold (p < .005) is applied to the data, and
the sizes of the resulting clusters are recorded. After 1,000 iterations,
the probability associated with each cluster size is calculated to
determine a cluster size cutoff at p < .05. The Slotnick method
(Slotnick, 2017a, 2017b) has been widely used in the literature, and
of particular relevance for the present report are studies investigating
the neural mechanisms associated with emotion processing and
episodic memory, similar to the present study (e.g., Beaty et al.,
2020; Bowen et al., 2020; Ford et al., 2022; Fortier et al., 2023;
Jakobi et al., 2022; Suzuki et al., 2023; Thakral et al., 2020; Thakral
et al., 2022). For the MTL regions, we had specific hypotheses
based on evidence about their involvement in memory and memory
modulation by emotion (McGaugh, 2004; Voss et al., 2017;
Yonelinas & Ritchey, 2015). Hence, for these analyses, we
conducted the Monte Carlo simulation using a full MTL anatomical
mask (covering roughly 7% of all brain voxels), which was
manually traced based on published guidelines (F. Dolcos et al.,
2004b; Moore et al., 2014). The use of hypothesis-driven region-of-
interest approaches where correction for multiple comparisons is
implemented within a restricted search space remains common in
MTL research (e.g., Barker et al., 2022; Grob et al., 2023; Liu et al.,
2021; Pedersen et al., 2018; Tu & Diana, 2021). Notably, the use of
a full MTL mask is a more conservative approach than analyzing
just a subset of the MTL regions that often correct at a sub-MTL
level within specific regions—for example, solely the HC or the
AMY (Barker et al., 2022; Liu et al., 2021; Pedersen et al., 2018).
Based on this approach, an extent threshold of 20 voxels was
identified for the MTL regions. The extent threshold was also
calculated at the whole-brain level, which yielded a threshold of
46 contiguous voxels.

For reference, the tables also indicate whether identified clusters
are significant under a stricter threshold, calculated using Analysis
of Functional Neurolmages (AFNI) 3dClustSim (35 voxels for the
MTL and 127 voxels for the whole brain). Like Slotnick’s
cluster_extent_beta, AFNI 3dClustSim is a Monte Carlo method
that measures cluster size thresholds based on simulated null data
sets. However, unlike the Slotnick method, which calculates p
values with respect to every cluster across the simulated null data
set, the AFNI script calculates p values based on only the largest

cluster size linked to each data set. Because the AFNI method
calculates the cumulative probability of cluster sizes (p values) with
respect to the largest cluster seen in each simulated data set, its
cluster extent thresholds are corrected at a more conservative family-
wise error level. To provide a further perspective on the robustness
of the MTL effects, given family-wise-error correction, complemen-
tary ROI-based multivariate analyses were also conducted (see
Supplemental Material 4). These analyses explored the effect of
subsequent memory using emerging machine-learning strategies
that can enhance statistical sensitivity when applied to sample sizes
like ours (Bogdan, Iordan, et al., 2023).

Results

Emotion Upregulation Maximizes Enhanced Subjective
Relational Memory Confirmed by Objective Relational
Memory

First, this study replicated the enhanced subjective RM (R-based
responses) by emotion, and this effect was the highest when focusing
on the FG areas of emotional pictures (EmoFG-R condition; Table 3
and Figure 5A). This was demonstrated by a two-way ANOVA
using emotion and attention as factors, which showed significant
main effects of emotion, F(1, 48) = 58.1, p < .001, r]?, = .55, and
attention, F(1, 48) = 153.0, p < .001, n,z, = .76, as well as by a three-
way ANOVA also including memory as a factor, which yielded a
significant Emotion X Attention X Memory interaction, F(1, 48) =
6.86, p = .011, nf, = .13. Moreover, emotion also enhanced
subjective RM confirmed by objective RM (RHit-Hit), which was
again most prominent when focusing on the emotional aspects of
stimuli (EmoFG-R condition; Table 3 and Figure 5A). A two-way
ANOVA on Hit-Hit rates revealed significant main effects of
emotion, F(1,48)=41.1,p <.001, nf, = .46, and attention, F(1,48) =
55.2, p < .001, nf, = .53, and a three-way ANOVA that included
memory as a factor further confirmed that this enhancement was
driven by the R-based responses. The three-way ANOVA identified
significant Emotion X Memory, F(1, 48) = 15.2, p < .001, n% = .24,
and Attention X Memory, F(1, 48) = 20.0, p < .001, nf, = .29,
interactions, and post hoc analyses showed that the EmoFG condition
yielded the highest rates of accurate subjective RM confirmed by
objective RM accuracy (Table 3 and Figure 5B). Overall, these
findings further clarify the impact of emotion on RM and replicate the
enhancing effect of emotion on subjective confirmed by accurate
objective RM, through voluntary modulation of the attentional focus.

Emotion Enhances Objective RM When Accounting for
Attention With Task Manipulation

Emotion also enhanced objective RM accuracy when measured
separately, and this effect was maximized when focusing on
contextual details of the emotional pictures (EmoBG condition;
Figure 6 and Table 3). Supporting these observations, a two-way
ANOVA (N = 51) targeting the effects of emotion and attention on
objective RM accuracy revealed a significant main effect of
emotion, F(1, 50) = 4.61, p = .036, lﬁ, = .08, which was driven by
the EmoBG condition, EmoBG > EmoFG; #(50) = 2.06, p = .045,
d = 0.29 (Figure 6); the same ANOVA also yielded a significant
main effect of attention, F(1, 50) =4.78, p = .033, rﬁ, =.09. These
results add further evidence reconciling opposing effects of emotion


https://osf.io/3wf7b/
https://osf.io/3wf7b/
https://osf.io/3wf7b/
https://doi.org/10.1037/xge0001625.supp

publishers.

and is not to be disseminated broadly.

yrighted by the American Psychological Association or one of its allied

This document is cop )
This article is intended solely for the personal use of the individual user

16 BOGDAN ET AL.
Table 3
Retrieval Results for Study 3
Remember/Know

Condition RHit KHit R-FA K-FA
EmoFG .52 [.46, .59] .30 [.25, .35] .06 [.04, .08] .20 [.16, .24]
EmoBG .26 [.21, .31] 31 [.27, .35]
NeuFG .34 [.27, 40] .36 [.30, 42] .06 [.03, .08] 22 [.18, .26]
NeuBG 13 [.10, .16] .27 [.23, .32]

R/K and objective RM Objective RM
Condition RHit-Hit KHit-Hit (RM) Hit
EmoFG .27 [.24, 32] .16 [.13, .19] .50 [.46, .53]
EmoBG A5 [13,.19] .16 [.14, .19] .53 [.50, .56]
NeuFG A7 [.13, .21] .16 [.13, .20] 47 [.43, 51]
NeuBG .06 [.04, .08] 14 [11, .17] .50 [.46, .54]
Note The retrieval results are organized as in Study 1, with the only notable difference being that

Study 3 introduced the foreground focus (FG) versus background focus (BG) manipulation during
encoding. Note that because false alarm (FA) rates could not be specific to the FG or BG trials, the
same FA scores were used to calculate the corrected scores for FG and BG conditions. R-FA =
remember-false alarms; K-FA = know-false alarms; R/K = Remember/Know; RM = relational
memory; EmoFG = emotional foreground focus; EmoBG = emotional background focus;
NeuFG = neutral foreground focus; NeuBG = neutral background focus.

on RM, by showing that voluntary downregulation of emotion
processing and prioritization of processing contextual details
enhances objective emotional RM.

Neural Correlates of Enhanced Subjective Confirmed by
Objective Relational Memory When Focusing on Emotion

As expected, analyses revealed significant MTL activation
patterns that predicted emotional subjective confirmed by objective
RM. These results include clusters in the bilateral AMY (Table 4 and
Figure 7, left side panel), which notably overlap with the MTL
areas predicting accurate subjective RM alone (F. Dolcos, Katsumi,

Figure 5

Bogdan, et al., 2020). Moreover, the follow-up ROI-based analyses
using multivariate techniques and family-wise-error correction
provided additional evidence for its role in subjective RM (see
Supplemental Material 4). Beyond the AMY, a posterior
hippocampal cluster predicting subjective confirmed by objective
RM, when focusing on emotional (FG) aspects of stimuli, was also
identified (Table 4 and Figure 7, right side panel). A PRC cluster
(15 voxels), overlapping with earlier findings on emotion’s influence
on subjective RM (F. Dolcos, Katsumi, Bogdan, et al., 2020), also
emerged, but it did not cross the significance threshold (20 voxels).
In the PFC, these analyses identified significant activation clusters in
both dIPFC and vIPFC areas (Table 4).

Enhanced Subjective Relational Memory and Subjective Confirmed by Objective Relational
Memory Was Maximized by Emotion Upregulation
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Focusing on emotion (emotional foreground focus condition) yielded (A) the highest rates of accurate

R-based responses (subjective relational memory) and (B) the highest rates of subjective confirmed by accurate
objective relational memory (RHit-Hit). R = Remember; K = Know; FG = foreground; BG = background. See

the online article for the color version of this figure.

R p < .001.
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Figure 6
Enhanced Objective Relational Memory by Emotion When
Accounting for Attention With Task Manipulation
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Note. Emotion enhanced objective RM accuracy, which was the highest
when the processing of contextual details was prioritized (emotional
background focus condition). RM = relational memory; FG = foreground;
BG = background. See the online article for the color version of this figure.
*p < .05.

Analyses of functional connectivity showed that subsequent
subjective confirmed by objective RM was also predicted by
significant functional coupling between the AMY and memory-
related MTL areas and between PFC and MTL regions (Table 5).
The former connectivity patterns (MTL-MTL) included significant
coupling between seed voxels from bilateral AMY, which were
identified by the activation analyses reposted above, and
hippocampal areas (Table 5). The latter functional connectivity
patterns (PFC—MTL) included significant coupling between seed
voxels from the left vIPFC and both emotion and memory-related
MTL areas (Table 5). Overall, these patterns are consistent with
synergistic interactions among MTL areas and between PFC and

Table 4

Medial Temporal Lobe and Prefrontal Cortex Correlates of
Enhanced Subjective Confirmed by Objective Relational Memory
When Focusing on Emotion

MNI coordinate

- - - Cluster
Brain region Side BA X y z t size
MTL clusters
Amygdala L —18 -8 —-14 357 21
Amygdala R 20 -2 =22 375 26
Hippocampus tail R 22 =36 6 432 28

PFC clusters
Superior frontal L 6 -—16 34 56 5.02 186"

cortex

Middle frontal L 46 —44 32 18 4.64 591°
cortex

Inferior frontal L 45 =52 20 4 455
cortex

Inferior frontal R 44 62 22 14 538 140?
cortex

Note. Peak coordinates of clusters showing a significant difference due

to memory effects for the emotional foreground focus RHit-Hit trials.
BA = Brodmann area; MNI = Montreal Neurological Institute; MTL =
medial temporal lobe; PFC = prefrontal cortex; L = left; R = right.
*Indicates clusters that are also significant at the more conservative
threshold (see the Methods section).

MTL regions predicting enhanced subjective confirmed by
objective RM, when focusing on emotional aspects of pictures.

Neural Correlates of Enhanced Objective Emotional
Relational Memory When Focusing on Context

Analyses targeting the neural correlates of this behavioral effect
revealed a cluster of activation in the left head of the HC that
predicted subsequent objective RM when focusing on contextual
details of emotional pictures (Table 6 and Figure 8). Consistent with
our expectations, there was also a posterior PHC/parahippocampal
place area (PPA; R. Epstein & Kanwisher, 1998) cluster showing a
similar subsequent memory/Dm effect (14 voxels). Although this
latter cluster did not reach the extent threshold for significance
(20 voxels), it overlapped with the PPA area involved in the
perceptual processing of contextual information when focusing on the
background details of emotional pictures (F. Dolcos, Katsumi, Shen,
et al.,, 2020). Furthermore, the follow-up ROI-based multivariate
analyses identified posterior PHC activation as predicting subsequent
objective RM (see Supplemental Material 4). In the PFC, similar
to findings on subjective confirmed by objective RM, significant
activations were identified in both dIPFC and vIPFC clusters
predicting enhanced subsequent objective emotional RM (Table 6).

Similar to the connectivity results described above, analyses
using the anterior HC and PFC seeds showing enhanced activity
predicting objective emotional RM when focusing on contextual
details also identified evidence of HC-MTL and PFC-MTL cross-talk
linked to this behavioral effect (Table 7). Specifically, the anterior
hippocampal seeds showed significant coupling with emotion- and
memory-related MTL regions. The same was also the case for the
PFC-MTL connectivity patterns, which also point to dissociable
modulatory influences from the left PFC seed, showing overlapping
Dm effects for the two targeted behavioral effects, on activity in
emotion- and memory-related MTL regions (Table 7 and Figure 9).
Similar to the findings on subjective confirmed by objective RM,
these patterns are consistent with synergistic interactions among
these regions.

Converging and Dissociable Prefrontal Cortex
Modulation of Medial Temporal Lobe Activity Linked to
Enhanced Relational Memory by Emotion

Interestingly, analyses investigating the MTL and PFC correlates
of the two targeted behavioral effects identified a common area
in the left vIPFC that showed Dm effects for both subjective
confirmed by objective RM and the objective emotional RM
(Figure 9, top panels). Moreover, connectivity analyses using this
conjunction cluster as a seed identified evidence of converging and
dissociable connectivity with MTL regions, linked to the two
behavioral effects (compare Tables 5 and 7). For instance, both
effects were associated with significant vVIPFC-AMY coupling but
with dissociable AMY clusters. Overall, these connectivity findings
are consistent with vIPFC modulation of MTL activity linked to
enhanced RM by emotion.

Discussion

Studies 1, 2, and 3 demonstrated that emotion enhances RM if
measured with increased specificity and more comprehensively and
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Figure 7

Amygdalar and Hippocampal Activations Associated With Enhanced Subjective
Confirmed by Objective Relational Memory, When Focusing on Emotion
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Note. Tlustrated are clusters showing a significant difference due to memory effects for the
EmoFG RHit-Hit trials in the left posterior amygdala (AMY) and right posterior hippocampus
(HC). The bar graphs display the functional magnetic resonance imaging signals associated with
different conditions, extracted from the areas highlighted by the white circles, at the peak time
point following the picture onset. L = left; R = right; EmoFG = emotional foreground focus;
EmoBG = emotional background focus; NeuFG = neutral foreground focus. See the online

article for the color version of this figure.

if emotion—attention interactions are accounted for (statistically or
by task manipulation). Whereas the first two studies accomplished
this via multilevel modeling, using eye-tracking data, Study 3
diminished innate attention-capturing tendencies in emotion—attention
interactions by instructing participants to engage with the images in
specific ways. Indeed, Study 3 showed that by instructing
participants to focus away from the emotional content and on the
nonemotional background of pictures, it is possible to diminish the
emotional response while enhancing processing of and memory
for contextual details. The manipulation aspect of the present
study carries implications from an emotion regulation standpoint,
as it shows that it is possible to prevent potential decontextualization
of distressing memories via attentional control (see the General
Discussion section). The fMRI data revealed MTL and PFC
mechanisms linked to the two main behavioral findings: (1) enhanced
subjective confirmed by objective RM for emotional stimuli, which
was maximized when focusing on the emotional aspects of pictures,
and (2) enhanced objective RM by emotion, which was maximized
when focusing on the contextual details of emotional pictures. In both
cases, we found evidence of MTL and PFC activity and of MTL-MTL
and PFC-MTL coupling associated with emotional RM, linked to the
specificity of defining and measuring RM and to the task manipulation
involving up- or downregulation of emotion processing.

Transparency and Openness

The analytic code and study materials relevant to all three studies
of the present report have been uploaded to a public repository
(https://osf.io/fr5d2/; Bogdan et al., 2024), and future additions
will be made upon further clarifying sharing-related matters with
the local IRB office. Adhering to the journal’s Transparency and
Openness Promotion guidelines, we report all measurements and
design elements, we properly cite the methods used, and our
reporting meets the APA standards. We also report that the present
studies, analyses, and sample sizes were not preregistered and that
our article also includes a direct replication.

General Discussion

This research addressed open issues and reconciled discrepant
evidence regarding the impact of emotion on RM, by capitalizing
on three unique design features: (a) measuring RM with increased
specificity, (b) accounting for emotion—attention effects, and (c)
using integrated stimuli. Results from Study 1 showed that (a)
emotion enhances subjective confirmed by objective RM (RHit-Hit)
and that (b) emotion can elicit opposing effects on objective RM,
depending on whether attention effects are accounted for or not
with eye-tracking data. Study 2 replicated these initial results with
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Table 5

Significant Medial Temporal Lobe—Medial Temporal Lobe and Prefrontal Cortex—Medial Temporal
Lobe Functional Coupling Associated With Subjective Confirmed by Objective Relational Memory
When Focusing on Emotion

MNI coordinate

Brain region Side BA X y Z t Cluster size

L amygdala

Amygdala R 20 0 —-16 6.48 118*

Hippocampus head R 32 —18 —-16 4.45 32
R amygdala

Amygdala L =20 -2 -16 8.86 228*

Hippocampus head L —20 —-16 —14 3.95

Hippocampus head R 30 —12 -20 5.14 188"

Hippocampus body R 30 22 —14 5.04

Posterior PHC R 35 22 —28 =20 443 45%
L vIPFC

Amygdala L -24 0 -16 5.12 39%

Amygdala R 24 0 —14 4.52 29

Perirhinal cortex R 20 42 -14 —-40 5.60 42°

Hippocampus head L —34 —14 —16 5.67 23

Posterior PHC L 35 -28 =30 =22 4.96 22

Posterior PHC/PPA L 36 —28 —42 —6 5.39 53¢

Posterior PHC/PPA R 35 24 -34 -12 4.68 142°

Hippocampus tail R 28 —44 —6 4.83

Note. Peak coordinates of medial temporal lobe (MTL) clusters from connectivity analyses of EmoFG RHit—
Hit trials. The results are organized by the seed used for each connectivity analysis (R amygdala, L amygdala,
and L vIPFC). Voxel-wise connectivity was assessed between each seed and MTL voxels. The table refers to
the parahippocampal place area (PPA) as the posterior subregion of the posterior parahippocampal cortex
(PHC; R. Epstein & Kanwisher, 1998). BA = Brodmann area; MNI = Montreal Neurological Institute;

19

VvIPFC = ventrolateral prefrontal cortex; L = left; R = right.
*Indicates clusters that are also significant at the more conservative threshold (see the Method section).

a larger sample size. Study 3 provides further evidence for these
patterns using a task that directly manipulated the attentional focus.
Results showed that (a) enhanced subjective confirmed by objective
RM for emotional stimuli was maximized when focusing on the
emotional aspects of stimuli (EmoFG condition) and (b) that
enhanced objective RM by emotion was maximized when focusing
on the contextual details of emotional stimuli (EmoBG condition).
The fMRI analyses revealed that (a) both behavioral effects were
predicted by enhanced MTL activation and significant MTL-MTL

Table 6

Medial Temporal Lobe and Prefrontal Cortex Correlates of
Enhanced Objective Emotional Relational Memory When
Focusing on Contextual Information

MNI coordinate

Cluster

Brain region Side BA «x y z t size
MTL clusters

Hippocampus head L -22 -6 26 4.02 32
PFC clusters

Middle frontal L 8 -36 38 36 6.28 65
cortex

Inferior frontal L 45 40 28 14 497 76
cortex

Inferior frontal L 10 —-40 46 -6 4.77 69
cortex

Note. BA = Brodmann area; MNI = Montreal Neurological Institute;
MTL = medial temporal lobe; L = left; PFC = prefrontal cortex.

coupling. Regarding the activation patterns, Dm effects emerged
across the AMY and HC, extending our earlier results regarding
their role in subjective RM only. In addition, connectivity patterns
were seen between these regions and PHC areas, extending our
earlier results regarding the upregulation of the PPA when
processing contextual information. Outside the MTL, (b) a common
area in the left vIPFC showed Dm effects for both behavioral effects,
and (c) functional coupling between this area and MTL regions was
tied to both forms of RM. Below, we discuss these results in detail.

Behavioral Results

The present approach, highlighting the importance of measuring
RM with increased specificity and of controlling for effects of
attention (statistically and by task manipulation), allowed us to
provide reconciling evidence concerning opposing effects of emotion
on RM. The research here specifically used the R/K task to test
subjective RM. To be clear, the R/K test alone does not provide a
pure measure of RM, given that Remember responses correlate with
item memory (Dobbins et al., 2000; Dunn, 2004). However, the
present employment of the R/K test alongside an objective measure
of RM, wherein participants match pairs of items and the associated
background, allows for a more specific and complete assessment of
the emotion’s effects on associative processes. Enhanced subjective
confirmed by objective RM (RHit-Hit) by emotion extends evidence
regarding the enhancing effects of emotion on subjective RM, as
illustrated by research distinguishing between recollection- and
familiarity-based responses (F. Dolcos et al., 2005; Kensinger, 2009;
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Figure 8
Hippocampal Activation Predicts Enhanced Objective Emotional Relational Memory
When Focusing on Contexts
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Note. Tllustrated are clusters showing a significant difference due to memory (Dm) effect for
the EmoBG Hit in the left anterior hippocampus (HC). The bar graphs display the functional
magnetic resonance imaging signals associated with different conditions, extracted from the
shown cluster at the peak time point following picture onset. L = left; R = right; EmoFG =
emotional foreground focus; EmoBG = emotional background focus; NeuBG = neutral
background focus. See the online article for the color version of this figure.
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Kensinger & Corkin, 2003; Ochsner, 2000; Rimmele et al., 2011;
Ventura-Bort et al., 2021). The conceptualization of recollection-
based retrieval as subjective RM is consistent with traditional

the vividness and richness of memories that can be remembered
and relived in incredible details when triggered with the right cues
(Proust, 1913). Not surprisingly, oftentimes, such memories are

g
; —i (Eichenbaum et al., 1992) and contemporary views regarding these emotionally charged.
S 2 notions (e.g., Butterworth et al., 2023; Dimsdale-Zucker et al., Increased specificity in measuring RM may also explain differences
S 2 2022; F. Dolcos et al., 2005; Frithsen et al., 2019; Sadeh et al., 2018; from previous research pointing to opposing effects of emotion on
£ = Wais et al., 2010; Yonelinas et al., 2010), as well as with anecdotal item memory versus memory for the associated contextual details
§ 3 evidence so powerfully captured by Proust’s literary work emphasizing (Bisby & Burgess, 2014, 2017; Bisby et al., 2016). Those studies
<z Table 7
s & Significant Medial Temporal Lobe—Medial Temporal Lobe and Prefrontal Cortex—Medial Temporal
_—f' ? Lobe Functional Coupling Associated With Objective Emotional Relational Memory When Focusing
_’% < on Contextual Information
o0 ="
e
2 2 MNI coordinate
z _3 Brain region Side BA X y z t Cluster size
é E L hippocampus head
S 2 Amygdala/EC L 28 —24 0 -30 5.12 28040
S s Posterior PHC L 35 -28 -26 -20 4.31 98P
2 E Amygdala R 24 -2 —18 543 296"
E Entorhinal cortex R 28 24 4 -34 5.97
= Hippocampus body R 34 -20 -20 5.46 160°
Posterior PHC/PPA R 36 34 -32 -16 3.87
L vIPFC L 36 -28 -36 —14 5.16 107°
Amygdala L -26 -6 -22 4.06 138°
Hippocampus head L -26 —14 -20 5.25
Amygdala R 24 -6 -22 3.88 86°
Posterior PHC/PPA L 36 -26 =32 -12 6.67 164°
Posterior PHC R 36 38 —34 -20 4.58 51°
Hippocampus tail L 36 —24 -8 4.67 63°

Note.

Peak coordinates of MTL clusters from connectivity analyses of the emotional background focus Hit

trials. The results are organized by the two seeds used for the connectivity analyses (L hippocampus head and
L vIPFC). Voxel-wise connectivity was assessed between these seeds and the MTL voxels. BA = Brodmann
area; MNI = Montreal Neurological Institute; EC = entorhinal cortex; L = left; R = right; PHC =
parahippocampal cortex; PPA = parahippocampal place area; vIPFC = ventrolateral prefrontal cortex.

#Indicates voxels from the cluster elicited by the HC seed’s connectivity with itself, which expands into
neighboring MTL regions; the reported voxels do not include HC voxels, which were anatomically masked

out.

® Indicates clusters that are also significant at the more conservative threshold (see the Method section).
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Figure 9

Evidence of Prefrontal Cortex Modulation of Medial Temporal Lobe Activity Linked to

Enhanced Relational Memory by Emotion
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Note. (Top) The white area indicates the overlap between the red cluster showing a difference

due to memory effect (Dm) for enhanced subjective confirmed by objective relational memory
(RM) when focusing on emotional aspects of pictures (EmoFG RHit-Hit > Emo Miss-Miss) and
the blue cluster showing a Dm effect for enhanced objective emotional RM when focusing on the
contextual details of pictures (EmoBG [RM] Hit > EmoBG [RM] Miss). (Bottom) The two brain
images illustrate areas showing significant coupling with the white VIPFC seed cluster: Red
indicates connectivity linked to EmoFG RHit-Hit (AMY and PPA), and blue indicates
connectivity linked to EmoBG (RM) Hit (AMY). L = left; R = right; vIPFC = Ventrolateral
Prefrontal Cortex; AMY = amygdala; PPA = parahippocampal place area; EmoFG = emotional
foreground focus; EmoBG = emotional background focus. See the online article for the color

version of this figure.

assessed the accuracy of item memory using simpler old/new
responses, instead of using the R/K paradigm, and thus could not link
measures of subjective and objective RM. Some studies measured
both subjective and objective RM using the so-called judgment-of-
memory approach (Madan et al., 2017). In their tasks, participants
encoded pairs of stimuli, and then during retrieval, they first judged
whether they believed (subjectively) that they could retrieve the
associated items based on being cued with one of the pair’s items.
Then, participants also attempted to identify (objectively) what the
original pair consisted of. However, the differences in results from the
present studies could be related to possible differences in the type of
subjective details that drive the accuracy of subjective RM (and its
confirmation by accurate RM) in the R/K paradigm employed here
versus the judgment-of-memory tasks used by Madan et al. (2017). In
addition, factors beyond the retrieval procedures may be at play, as
Madan et al. (2017) tested RM for pairs of unrelated items, contrasting
our use of integrated stimuli, which is another possible explanation for
the diverging results. At any rate, such conceptual and methodological

differences illustrate how the specific retrieval procedures employed
can influence whether enhancing, impairing, or null effects of emotion
on RM emerge, which should be further clarified by future research.

The present study also extends research by Rimmele et al. (2011),
who likewise tested memory using a task that included both an R/K
test and an objective RM item—context matching test. However,
their study only tested objective RM in item memory Hit trials (R or
K responses), whereas our study tested objective RM for every old
image regardless of participants’ R/K responses. They found that
emotion impaired objective RM following Remember responses,
but it had no significant effect on objective RM following Know
responses. Thus, these earlier results point to possible modulation by
emotion of the link between subjective and objective RM. To further
clarify this, our studies also tested objective RM for every image and
included separate analyses of objective RM, not conditional on R/K
responses. Hence, the present design is better suited for pinpointing
the effects of emotion on objective RM, both together with and
separately from subjective RM. Overall, our more extensive analyses,
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along with a design that also accounted for emotion—attention
interactions, recorded fMRI, and included features to upregulate
emotion’s effects (e.g., a longer retention interval and integrated
stimuli), provide a more complete perspective of the emotion’s effects
on memory and the associated neural correlates. Notably, the present
experimental design also opens the possibility of investigating other
possible combinations of behavioral patterns. For instance, it would
be interesting to investigate the eye gaze pattern and/or the related
brain activity for the successful subjective RM but failed objective
RM (i.e., for the RHit-Miss trials). Similarly, clarification of such
patterns for failed subjective RM but successfully “recovered”
memories when tested objectively (i.e., for the Miss—Hit trials)
would also be interesting. However, answering these questions was
not part of the main goal of the present research and should be the
focus of future research.

Turning to the importance of accounting for the effects of attention,
Studies 1 and 2 accomplished this statistically via multilevel modeling
and incorporation of eye-tracking data, and Study 3 manipulated
the attentional focus by instructing participants to engage with the
images in specific ways. By incorporating eye-tracking data, Study 1
distinguished between an indirect, impairing effect (mediated by
attention) and a direct, enhancing effect of emotion on objective RM.
Importantly, these findings were replicated by Study 2. The attention-
capturing properties of emotional stimuli are well documented
(reviewed by Carreti€, 2014; F. Dolcos, Katsumi, Moore, et al., 2020;
Ohman, 2005; Pourtois & Vuilleumier, 2006), and earlier memory
studies have also investigated the interplay between emotion,
attention, and memory for central versus peripheral scene information
(. S. Kim et al., 2013; Riggs et al., 2011; Steinmetz & Kensinger,
2013). In these studies, participants viewed screens containing both
negative (central) and neutral (peripheral) information while recording
eye tracking. These studies typically find enhanced memory for
central details, possibly linked to a capturing effect of emotion, at
the expense of memory for peripheral information. Interestingly, the
emotional enhancement of memory for central information persisted
even when attention-capturing effects were statistically controlled for.
However, these designs do not measure RM per se, as they typically
assess separately the memory for central and peripheral details. The
present research extends this approach into the domain of emotional
RM, and unlike the research on central versus peripheral memory,
patterns related to emotional RM fundamentally change once attention
effects are controlled for. Here, the magnitude of attentional effects
is strikingly large, enough to mask a significant direct effect. Thus,
emotional memory research should not treat the possibility of
attentional biases as a mild caveat but rather as a major factor that
can determine whether enhancing or impairing effects are found
(for further discussion, see Herweg, Solomon, & Kahana, 2020;
Voss et al., 2017). Aside from methodological aspects, there are also
theoretical implications regarding emotional trade-offs in memory
(Kensinger et al., 2007; Mather & Sutherland, 2011), and overall our
results show that depending on how emotional RM is conceptualized
and measured, null, impairing, or enhancing effects can be identified.

As shown in Study 3, the effects of attention can also be
investigated through task manipulations. On the one hand, instructing
participants to focus on the emotional content maximizes enhanced
subjective emotional RM and the likelihood of being confirmed by
accurate objective RM. On the contrary, focusing away from
the emotional content and on the nonemotional background of
pictures diminished the emotional response and enhanced perceptual

processing and memory for contextual details. Our investigation
provided initial evidence regarding the importance of voluntary
attentional focus in clarifying the impact of emotion on RM. A
previous study using a design similar to those mentioned above
measuring trade-offs in the impact of emotion on memory for central
versus peripheral information (J. S. Kim et al., 2013; Riggs et al.,
2011; Steinmetz & Kensinger, 2013) reported the disappearance of
the central/peripheral trade-off when participants were instructed to
process the pictures in a way that would allow them to guide an artist
in accurately reproducing their content based on the participants’
descriptions of the pictures (see Experiment 4 by Kensinger et al.,
2007). However, as mentioned above, those designs do not measure
RM per se, as the memory for central and peripheral details is
assessed separately. Moreover, even though it encouraged detailed
processing of perceptual details, that task did not involve emotion
regulation. Here, by instructing participants to specifically focus on
the contextual details of emotional stimuli during encoding, their
emotional responses are reduced (F. Dolcos, Katsumi, Shen, et al.,
2020), and we found evidence of enhanced RM by emotion, which
was reflected in increased accuracy in correctly matching the
emotional items to their associated scene backgrounds (Figure 6).

One key emerging question is how the present findings can be
reconciled with earlier literature, which has found that emotion
impairs objective RM and argued that the impairment does not hinge
on attention. The work by Bisby et al. (2018) is one such example.
This earlier research attempted to account for attention by examining
RM when negative and neutral stimuli were presented sequentially
rather than side by side and found emotional impairment. However,
their studies also showed that emotional impairment was more subtle
when negative and neutral stimuli were shown sequentially, which
supports the idea that attentional effects may be at play. It is also
worth noting that negative arousal can narrow attention even when
negative stimuli are not directly present, such as in studies involving
loud stress-inducing noises or electric shocks (Hockey, 1970;
Mendl, 1999). The present research, which measures gaze or directly
manipulates the attentional focus, may more fully control emotion—
attention effects on memory encoding. Hence, our findings on
negative stimuli impairing RM, in part, via attention are compatible
with this earlier research.

The present attentional manipulation has important practical
implications from an emotion regulation perspective. Specifically,
FA is an emotion regulation strategy, wherein individuals adjust
their attentional focus to upregulate or downregulate their emotional
responses. Our earlier reports using the present design and samples
showed that voluntarily focusing on the BG component of emotional
images leads to downregulation of experienced emotional responses
associated with picture processing, as measured by changes in
emotional ratings. These earlier reports (F. Dolcos et al., 2022;
F. Dolcos, Katsumi, Shen, et al., 2020) leveraged the rating and eye-
tracking data from Study 3 data that were not analyzed here. Adding
to these results, our present findings illustrate how controlling the
attentional focus also influences memory formation and suggest that
these dual effects—reduced experienced emotion and increased
objective RM—are connected. Specifically, voluntary attentional
focus on background diminishes the natural involuntary attention-
capturing effect of emotion and reduces the amount of emotional
information processed. This both dampens the emotional response
and opens the door for increased processing and encoding of
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contextual information, which in turn leads to enhanced item—context
binding and heightened RM.

Because our study focused on capturing more comprehensively
the richness and specificity of RM, rather than on source memory—
arelated concept that is also often studied in the context of emotional
memory (Chiu et al., 2013)—our findings may be particularly
meaningful for understanding clinical disorders, such as PTSD.
Whereas the way source memory is typically tested concerns limited
associations with an item’s properties (e.g., the color of words or the
frame color of pictures), typical RM tasks capture richer associations
(e.g., between objects/faces and background scenes). Therefore,
they may be more appropriate for understanding involuntary retrieval
of memories for distressing events, which is a defining feature of
maladaptive emotional processing in PTSD. Uncontrolled sponta-
neous recollection of traumatic memories in PTSD, outside of the
context in which distressing events occurred, is thought to reflect
memory decontextualization. This is because the link between
an emotional stimulus and the associated contextual information is
degraded or ruptured, such that these relations lose specificity and
the emotional content is more readily activated by nonspecific
cues (Bisby et al., 2020; F. Dolcos, 2013). It is also possible that
strengthening the binding between a distressing event and its context
may also increase the likelihood of retrieving memories of the event,
if one repeatedly encounters the original encoding context of the
distressing event. Future studies should also investigate whether
engaging FA during repeated exposure to contexts previously
associated with distressing events promotes the formation of new
associations for those contexts, so that over time they will be
perceived as safe. Potentially diminished retrieval of distressing
memories as a result of such new safe associations for originally
problematic contexts also has practical and clinical implications
and deserves further consideration by researchers and clinicians.
Investigating these topics, much like in the present research, will
require further tasks probing RM comprehensively and with high
specificity.

Beyond encoding, the present findings complement evidence
regarding the effectiveness of FA in modulating the emotional
responses to retrieved memories, as internal stimuli (e.g., Denkova
et al., 2015; Iordan et al., 2019), which can also promote memory
recontextualization. These combined findings have important
practical implications because they point to potentially game-
changing innovations for emotion regulation, such as training
these types of attentional focus strategies to use when encountering
challenging emotional stimuli (external or internal), to increase
resilience and reduce distress (e.g., S. Dolcos et al., 2021). Hence,
the present results add to the multifaceted practical relevance of this
approach to regulating emotional responses and memories.

On a similar note, aging is associated with RM impairments
(Bastin et al., 2014; F. Dolcos et al., 2017; Etchamendy et al., 2012),
and the present results speak to possible attention-based strategies to
facilitate encoding and enhance the specificity of RM. Age-related
memory decline is partially rooted in the effect of aging on attention
(Chan et al., 2011; Lee et al., 2018; Zheng et al., 2018), and
providing older adults with instructions on how to scan images helps
mitigate drops in memory performance (Shih et al., 2012). The
present findings suggest that such attentional strategies may assist
with encoding different types of memories. Neural evidence adds to
these claims. Older adults with youthful episodic memory function
show more distinct stimulus representations during encoding in

regions linked to higher order visual processing, including the
parahippocampal and fusiform gyri (Katsumi et al., 2021). In
contrast, age-related decline is linked to dampened processing in
posterior brain areas and functional networks linked to attention
(Davis et al., 2008; Lee et al., 2018; Zheng et al., 2018). Hence, the
attentional control aspects of the present design may be a promising
area for the development of compensatory strategies to boost memory
in older adults (see also work on episodic specificity induction,
which is another strategy to enhance retrieval; Madore et al., 2014).
Regarding our final design feature, the present results shed further
light on the use of integrated, ecologically valid stimuli, in memory
research. This is another difference from earlier research showing
emotional item enhancement and RM impairment (Bisby & Burgess,
2014; Bisby et al., 2018), which may explain the differences in
findings, and hence warrants further clarification. Some previous
emotional memory research has likewise employed integrated stimuli,
such as the study by Steinmetz and Kensinger (2013). However, the
said study investigated emotion’s impact on memory for central versus
peripheral information, separately, as opposed to their association.
Unlike that study, testing memory for the BG component separately,
we tested memory for FG-BG associations. Similarly, some studies
have used integrated stimuli and tested RM (Madan et al., 2020;
Mickley Steinmetz et al., 2016), but these earlier designs showed that
the RM enhancement only applied to retrieval via free recall (e.g.,
participants cued with emotional objects were better able to generate
verbal descriptions of their background). Given that arousal’s
enhancements of memory are more prominent in recall-based
designs, in general (Chang et al., 2021), these studies suggest that
identifying emotional enhancement of RM requires both presenting
integrated stimuli during encoding and testing free recall during
retrieval. Instead, the present findings demonstrate that emotional
enhancement of RM also applies to recognition, hence broadening
the span of emotion’s effects. It is also worth noting that none of
these earlier studies incorporated the R/K test into their retrieval
procedures nor collected eye-tracking data. Our research demon-
strates the benefits of combining these different aspects to more
comprehensively capture the complexity of RM and carve out the
effects of emotion. Integrated stimuli have also seen rising use in
emotional memory research beyond image-based designs (e.g., Dev
et al., 2021; Makowski et al., 2017), and the present findings add
to the evidence that using these types of integrated stimuli can
yield results that diverge from those obtained with nonnaturalistic
designs. However, to our knowledge, no study has manipulated the
level of integration, which should be addressed in future work.
Taken together, the present behavioral findings provide reconciling
evidence concerning opposing effects of emotion on RM, by showing
that emotion enhances RM if measured with increased specificity and
if emotion—attention interactions are accounted for. As discussed in
the next section, these findings are complemented by the fMRI results
regarding the neural correlates of the two main behavioral effects
identified in Study 3. However, an important question still emerges
regarding the behavioral findings: What drives the enhancing direct
effect of emotion on objective RM (illustrated in Figure 3), which
arises once the indirect effects mediated by attention are controlled?
Insight may come from evidence regarding the impact of emotion on
perception and memory linked to the timing of emotion processing.
Evidence shows that emotional information is processed faster than
neutral information (reviewed by Ohman, 2005; Vuilleumier, 2005),
and this privileged access to processing resources may also explain
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its enhancing effect on memory (F. Dolcos & Cabeza, 2002).
Interestingly, even when perceptual processing is limited by the
availability of processing resources (Pessoa, 2005), as shown by
tasks where emotional information is presented as a task-irrelevant
distraction (Shafer & Dolcos, 2012; Shafer et al., 2012), emotional
information still finds a way to enhance memory, and this pervasive
effect can emerge with very brief stimulus presentation (250 ms;
Shafer & Dolcos, 2012; Shafer et al., 2012). Although the present
fMRI data do not speak directly to the neural correlates of this
behavioral effect, it is possible that it is linked to the MTL role
discussed below, which is part of direct/automatic mechanisms
contributing to the memory-enhancing effect of emotion (F. Dolcos
et al., 2017; LaBar & Cabeza, 2006; Pessoa & Adolphs, 2010).
Further studies are needed on the precise cognitive and neural
mechanisms of the direct, possibly automatic effect of emotion
on RM identified here, but the present evidence demonstrates that
emotion also elicits effects independently of attention.

It is important to recognize that our studies used only negatively
valenced emotional stimuli, which may elicit different results than
positive stimuli. Research using verbal stimuli as memoranda has
repeatedly found differences between the two valences, with
heightened memory for associations with positive words relative to
associations with negative words (Anderson & Shimamura, 2005;
Madan et al., 2019; Zimmerman & Kelley, 2010). Regarding other
types of memoranda, the evidence is somewhat less clear, but the
literature overall shows a trend wherein studies testing the effects of
positive valence are more likely to find enhancing effects on RM
(Pierce & Kensinger, 2011; Smith et al., 2004, 2005). Potentially,
this valence-based dissociation is linked to attention. Whereas negative
arousal narrows attention, positive arousal expands participants’
attention and encourages them to explore more diverse pieces of
information (see broaden-and-build theory; Fredrickson, 2004;
Fredrickson & Branigan, 2005). Hence, opposite to how negative
stimuli may indirectly impair RM due to attentional narrowing,
positive stimuli may enhance RM via attentional broadening,
although this hypothesis is yet to be tested directly. Further research
would also benefit from investigation of similar issues related to
other types of memory associations, such as temporal, which is
another emerging area regarding the impact of emotion on
RM (Bogdan, Dolcos, Federmeier, et al., 2023; Palombo et al.,
2021; Petrucci & Palombo, 2021). For further discussion on
the generalizability of the findings, see also the Constraints on
Generality section.

Functional Magnetic Resonance Imaging Results

The patterns of activity and functional connectivity linked to the
two main behavioral findings identified in Study 3 are consistent
with synergistic interactions between emotion- and memory-related
MTL areas and with a top—down role of the left vVIPFC in modulating
these effects. We found that both enhanced subjective confirmed by
objective RM for emotional stimuli (maximized when focusing on
the emotional aspects of stimuli) and enhanced objective RM by
emotion (maximized when focusing on the contextual details of
emotional stimuli) were predicted by enhanced MTL activation
and enhanced MTL-MTL interactions during encoding. Moreover,
a common area in the left vVIPFC showed Dm effects linked to
both behavioral effects, and functional coupling between this area
and emotion- and memory-related MTL regions was associated with

both forms of RM. Regarding the MTL findings, the present patterns
of activity and functional connectivity suggest dissociable pathways
by which emotion enhances RM, linked to the two behavioral
effects. Specifically, whereas the first behavioral effect may involve
modulatory influences originating in the AMY on activity in brain
regions associated with recollection and RM (HC), through an
emotion-to-memory route (see Tables 4 and 5), the second behavioral
effect may involve modulatory influences among MTL regions
involved in processing perceptual contextual information (PHC)
and RM encoding (HC), through a perception-to-memory route (see
Tables 6 and 7); the latter also benefits from AMY’s involvement.
These conclusions on AMY and PHC activation are also supported
by multivariate tests employing family-wise error correction
methods (Supplemental Material 4). Although the present analyses
did not test for directional influences among regions, these
hypotheses are consistent with our activation and connectivity
results and speak to earlier evidence testing directionality (Inman et
al., 2018; McGaugh et al., 1996; Roozendaal & McGaugh, 1997;
Sato et al., 2017).

The findings regarding the emotion-to-memory route expand
the modulation hypothesis, wherein the AMY influences processing
in other MTL regions via direct projections (Caffé et al., 1987;
McGaugh, 2000, 2004; Packard et al., 1994). This broad modulatory
account is also motivated by studies using electrical stimulation or
pharmacological intervention to demonstrate causal influences of
the AMY on hippocampal processing (Inman et al., 2018; McGaugh
et al., 1996; Roozendaal & McGaugh, 1997). The present results
suggest that upregulating modulation by the AMY also applies to its
role in RM, as evidenced by our results on subjective RM confirmed
by objective RM. Beyond just memory studies, AMY-HC coupling
is also linked to various forms of emotion processing (see meta-
analyses by Di et al., 2017). The present findings are at odds with the
model by Yonelinas and Ritchey (2015) regarding the impact of
emotion on item versus RM, which posits that arousal prompts the
AMY to strengthen encoding in MTL regions involved in item
memory (PRC), but it causes the HC to disengage from associative
binding, leading to faster decay of HC-based associations (see also
Bisby & Burgess, 2017; Bisby et al., 2016). As discussed earlier and
shown here, this discrepancy can also be related to differences in the
way RM is conceptualized and measured.

The results regarding the perception-to-memory route extend
previous findings identifying the PPA’s involvement in enhanced
perceptual processing of contextual details under attentional focus
(Aly & Turk-Browne, 2016; F. Dolcos, Katsumi, Bogdan, et al.,
2020; Turk-Browne et al., 2013) and are consistent with research
showing its involvement in encoding contextual information (Herweg,
Sharan, et al., 2020; LaFlamme et al., 2021). The PHC is a large
heterogeneous region, and our results were predominantly linked to its
posterior segments, which include the PPA, thought to play a specific
role in perceiving scenes and encoding contextual information
(Aminoff et al., 2007; Diana et al., 2013; R. A. Epstein, 2008; R.
Epstein & Kanwisher, 1998). Moreover, our own earlier report showed
that focusing on contextual perceptual information upregulates PPA
activity (F. Dolcos, Katsumi, Shen, et al., 2020). It should be noted,
however, that the PHC proper as a whole also has other functions. The
present connectivity findings also extend results from nonemo-
tional memory research showing how HC-PPA synergistic
interactions support contextual processing and contextual memory
(Herweg, Sharan, et al., 2020; Herweg, Solomon, & Kahana, 2020;
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Tullo et al., 2023). Adding to this earlier research, the present
results suggest that emotional memory encoding is linked to
HC-PPA connectivity, which itself may be upregulated via AMY
influences, given our identified AMY-PPA results. Alternatively,
emotional upregulation of processing in the PPA and HC may
be tied to indirect effects of the AMY, via its upregulation of
perceptual processing earlier in the visual stream, as evidenced by
psychophysiological interaction and dynamic causal modeling
studies (Ousdal et al., 2014; Sato et al., 2017). Overall, although
supported by previous research and the present connectivity results,
the existence of this route is more speculative compared with
the standard emotion-to-memory route, and thus more research is
needed to confirm it. For instance, future research could involve
manipulations aimed at enhancing perceptual processing leading
to enhanced RM—for example, by instructing participants that
their memory for contextual/BG details or for item—context/FG-BG
associations would be tested and encouraging them to intentionally
bind perceptual contextual details with the FG content of stimuli. It
is expected that this voluntary upregulation of memory encoding,
complementing the voluntary attentional control to focus on
contextual/BG details, would promote the formation of FG-BG
associations, which will be reflected in increased PHC activity and
PHC-HC connectivity. We also expect that these effects would be
greater for stimuli with emotional FG, which would further confirm
the relevance of this route for understanding the emotion’s impact
on RM.

Interestingly, both routes involve direct and indirect emotional
influences, through amygdalar engagement. For example, for the
emotion-to-memory route, the AMY may also influence the HC
activity indirectly, via its impact on other regions, such as the PPA,
which influences the hippocampal binding (Chun & Phelps, 1999;
Eichenbaum et al., 1992; 2007; Herweg, Solomon, & Kahana, 2020;
Konkel & Cohen, 2009; Moscovitch et al., 2006; Roozendaal &
McGaugh, 2011; Schacter et al., 2017; Yonelinas et al., 2019), and
is also susceptible to effects of arousal (Murty et al., 2011). The
AMY-PPA connectivity patterns identified here for subjective
confirmed by objective RM are consistent with this idea and with
evidence of bidirectional connections among these regions (McGaugh,
2002; Phelps & LeDoux, 2005; Stefanacci et al., 1996). Although
further research is needed to confirm these purported routes and to
clarify how they may map onto different aspects of memory, such
research may also benefit from considering functional heterogeneity
within the HC’s role (Dalton et al., 2022). Consistent with this idea,
the present results showed that the subjective confirmed by objective
RM contrast identified a cluster in the HC tail, whereas the objective
RM contrast identified a cluster in the HC head. One possibility
is that these two areas correspond to differential encoding of
associative information along the longitudinal axis of the HC, but
this speculation needs to be further tested. Overall, the present
findings are consistent with a model of dual enhancement of
associative memory by emotion, but more research is needed to
identify the contribution of the two MTL routes mentioned above.

Turning to the role of non-MTL regions, the present left vIPFC
findings are consistent with a common role of this area in both
behavioral effects, possibly through top—down influences on MTL
activity. Regarding the Dm activity results, some of the vIPFC
clusters identified here overlap with earlier results predicting
enhanced emotional episodic memory (F. Dolcos et al., 2013; F.
Dolcos et al., 2004a; Shafer & Dolcos, 2012), and these findings are

also consistent with a role of the left vIPFC in nonemotional
subjective RM (Ranganath et al., 2003). The seemingly multifaceted
involvement of the vIPFC in memory complements evidence
regarding its role in affective processing (Berboth & Morawetz,
2021; F. Dolcos, Katsumi, Shen, et al., 2020; Fusar-Poli et al.,
2009; K. A. Lindquist et al., 2016; Murty et al., 2011), along with
its involvement in attentional and cognitive control to mitigate
emotional distraction (F. Dolcos, Katsumi, Moore, et al., 2020;
Iordan et al., 2013; Shafer et al., 2012; Sylvester et al., 2018); for
research linking all of these notions, see F. Dolcos et al. (2013) and
Engen and Anderson (2018). Regarding the functional connectiv-
ity findings, the present results are consistent with evidence of
increased VIPFC-AMY connectivity linked to various aspects of
emotion processing (Berboth & Morawetz, 2021; Di et al., 2017;
F. Dolcos et al., 2006). The idea that the vIPFC plays a top—down
attentional control role in the present design is also consistent with
causal evidence from transcranial magnetic stimulation and dynamic
causal modeling studies, suggesting that the vIPFC modulates
amygdalar activity (Kung et al., 2023; Sydnor et al., 2022). The
functional connectivity findings are also consistent with evidence of
structural and functional heterogeneity of the vIPFC, as well as with
its nodal position in various large-scale functional networks
(e.g., the salience, ventral attention, and cingulo-opercular net-
works; Corbetta et al., 2008; Dosenbach et al., 2008; Haber et al.,
2022; Seeley, 2019). Hence, it is not surprising that this region can
exert top—down modulatory influences that may orchestrate the
engagement of MTL regions across multiple Dm contrasts.

It is important to note that our procedure for assessing the cluster
extent thresholds was selected for consistency with our earlier
reports using the fMRI data set (F. Dolcos, Katsumi, Bogdan, et al.,
2020; F. Dolcos, Katsumi, Shen, et al., 2020) and similar studies in
the literature that likewise used this approach (e.g., Beaty et al.,
2020; Bowen et al., 2020; Duggirala et al., 2022; Thakral et al.,
2020, 2022). However, the alternative cluster extent thresholds
determined by AFNI’s 3dClustSim yielded more conservative
estimates, which would render some of our reported results
subthreshold, had they been evaluated at pgwg < .05. Nonetheless,
the multivariate analyses reported in the Supplemental Materials
give weight to the validity of the univariate analyses, particularly for
the significant AMY result and the subthreshold PPA findings.
Additionally, the connectivity results largely remain significant even
at this stricter threshold, and thus the overall conclusions would
remain unchanged. The readers are advised that different, albeit
valid, methods used to correct for multiple comparisons may result
in differences in findings. Related to this point on conservative
analyses, future research may also benefit from further leveraging
developments in multivariate fMRI analysis, which are more
sensitive (although less specific) and can identify meaningful
patterns even with very strict family-wise error thresholds (Bogdan,
Iordan, et al., 2023; Scheinost et al., 2019; Weaverdyck et al., 2020).

Constraints on Generality

The present results are based on data from (a) samples of
undergraduate students from a Western university and (b) other
participants from the surrounding area. We expect that the inclusion
of both student and nonstudent participants increases the
generalizability of the findings. Also pointing to generalizability,
available evidence shows that emotional memory effects are similar
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across cultures (Kwon et al., 2009), and the Behavioral Neuroscience
literature demonstrates how emotional memory pathways are
evolutionarily engrained and widespread (Phelps & LeDoux,
2005). However, the effect sizes of memory patterns may still
vary depending on a population’s sensitivity to arousing stimuli.
Setting aside demographics, questions about generalizability exist
on which specific design features are necessary to replicate our
findings. For example, our studies used incidental encoding and
relatively lengthy retention intervals, as these experimental features
upregulate emotion’s impact on memory (F. Dolcos et al., 2005;
Kensinger et al., 2005; Kleinsmith & Kaplan, 1963; Ritchey et al.,
2008). Intentional encoding and/or shorter retention intervals are
also common in emotional memory research, and thus further
studies are needed to investigate whether our findings generalize
across these and other dimensions.

Conclusion

By capitalizing on three key novel design features and integration
of behavioral, eye-tracking, and fMRI data, the present research
provided evidence reconciling discrepant findings regarding the
impact of emotion on RM. Studies 1 and 2 showed that emotion
enhances not only item memory and subjective RM alone but also
subjective confirmed by objective RM. In addition, these studies
showed that emotion enhances objective RM when measured
separately and when attention effects are accounted for with
eye-tracking data. Study 3 extended these findings by directly
manipulating the attentional focus and showed that enhanced
subjective confirmed by objective RM for emotional stimuli was
maximized when focusing on the emotional aspects of stimuli,
whereas enhanced objective RM by emotion was maximized when
focusing on the contextual details of emotional stimuli. The
fMRI data from Study 3 revealed MTL and PFC mechanisms
responsible for these two main behavioral findings, consistent
with a model of dual enhancement of associative memory by
emotion linked to MTL engagement, orchestrated by left vVIPFC
influences. Specifically, maximized enhancement of subjective
confirmed by objective RM when focusing on emotional aspects
of stimuli was predicted by the engagement of an emotion-to-
memory MTL route, reflected in increased activation in the AMY
and HC along with functional coupling between these regions. In
contrast, maximized enhancement of objective RM when focusing
on the contextual details of emotional stimuli was predicted by the
engagement of a purported perception-to-memory MTL route
reflected in heightened HC activation and connectivity with the
PPA. Importantly, for both behavioral effects, the left vVIPFC arose
as relevant in terms of both activation and connectivity with MTL
regions, consistent with a top—down modulatory role. By challenging
the status quo view that emotion impairs RM, these findings shed
light on the neurobehavioral mechanisms of emotion—memory
interactions and have practical implications for preventing memory
decontextualization and promoting recontextualization following
traumatic events. This research may inform training interventions
to enhance memory specificity by preserving intact item—context
associations when facing daily stressors, increase well-being in
healthy functioning and affective disorders, as well as reduce RM
declines in healthy and clinical aging.

References

Al Abed, A. S., Ducourneau, E.-G., Bouarab, C., Sellami, A., Marighetto,
A., & Desmedt, A. (2020). Preventing and treating PTSD-like memory
by trauma contextualization. Nature Communications, 11(1), Article
4220. https://doi.org/10.1038/s41467-020-18002-w

Aly, M., & Turk-Browne, N. B. (2016). Attention promotes episodic
encoding by stabilizing hippocampal representations. Proceedings of the
National Academy of Sciences of the United States of America, 113(4),
E420-E429. https://doi.org/10.1073/pnas. 1518931113

Aminoff, E., Gronau, N., & Bar, M. (2007). The parahippocampal cortex
mediates spatial and nonspatial associations. Cerebral Cortex, 17(7), 1493—
1503. https://doi.org/10.1093/cercor/bhl078

Anderson, L., & Shimamura, A. P. (2005). Influences of emotion on context
memory while viewing film clips. The American Journal of Psychology,
118(3), 323-337. https://doi.org/10.2307/30039069

Badham, S. P., Estes, Z., & Maylor, E. A. (2012). Integrative and
semantic relations equally alleviate age-related associative memory
deficits. Psychology and Aging, 27(1), 141-152. https://doi.org/10.1037/
20023924

Barker, R. M., St-Laurent, M., & Buchsbaum, B. R. (2022). Neural
reactivation and judgements of vividness reveal separable contributions
to mnemonic representation. Neurolmage, 255, Article 119205. https:/
doi.org/10.1016/j.neuroimage.2022.119205

Barnacle, G. E., Madan, C. R., & Talmi, D. (2021). Development of a
semantically related emotional and neutral stimulus set. bioRxiv. https:/
doi.org/10.1101/2021.01.18.424707

Barr, D. J., Levy, R., Scheepers, C., & Tily, H. J. (2013). Random effects
structure for confirmatory hypothesis testing: Keep it maximal. Journal
of Memory and Language, 68(3), 255-278. https://doi.org/10.1016/j.jml
.2012.11.001

Bastin, C., Bahri, M. A., Miévis, F., Lemaire, C., Collette, F., Genon, S.,
Simon, J., Guillaume, B., Diana, R. A., Yonelinas, A. P., & Salmon, E.
(2014). Associative memory and its cerebral correlates in Alzheimer’s
disease: Evidence for distinct deficits of relational and conjunctive
memory. Neuropsychologia, 63, 99-106. https://doi.org/10.1016/j.neuro
psychologia.2014.08.023

Bates, D., Michler, M., Bolker, B., & Walker, S. (2015). Fitting linear mixed-
effects models using Ime4. arXiv. https://doi.org/10.18637/jss.v067.i01

Beaty, R. E., Chen, Q., Christensen, A. P., Kenett, Y. N., Silvia, P. J.,
Benedek, M., & Schacter, D. L. (2020). Default network contributions
to episodic and semantic processing during divergent creative thinking:
A representational similarity analysis. Neurolmage, 209, Article 116499.
https://doi.org/10.1016/j.neuroimage.2019.116499

Berboth, S., & Morawetz, C. (2021). Amygdala-prefrontal connectivity during
emotion regulation: A meta-analysis of psychophysiological interactions.
Neuropsychologia, 153, Article 107767. https://doi.org/10.1016/j.neuro
psychologia.2021.107767

Bisby, J. A., & Burgess, N. (2014). Negative affect impairs associative
memory but not item memory. Learning & Memory, 21(1), 21-27. https:/
doi.org/10.1101/lm.032409.113

Bisby, J. A., & Burgess, N. (2017). Differential effects of negative emotion
on memory for items and associations, and their relationship to intrusive
imagery. Current Opinion in Behavioral Sciences, 17, 124—132. https://
doi.org/10.1016/j.cobeha.2017.07.012

Bisby, J. A., Burgess, N., & Brewin, C. R. (2020). Reduced memory
coherence for negative events and its relationship to posttraumatic stress
disorder. Current Directions in Psychological Science, 29(3), 267-272.
https://doi.org/10.1177/0963721420917691

Bisby, J. A., Horner, A. J., Bush, D., & Burgess, N. (2018). Negative
emotional content disrupts the coherence of episodic memories. Journal of
Experimental Psychology: General, 147(2), 243-256. https://doi.org/10
.1037/xge0000356


https://doi.org/10.1038/s41467-020-18002-w
https://doi.org/10.1038/s41467-020-18002-w
https://doi.org/10.1073/pnas.1518931113
https://doi.org/10.1073/pnas.1518931113
https://doi.org/10.1073/pnas.1518931113
https://doi.org/10.1093/cercor/bhl078
https://doi.org/10.1093/cercor/bhl078
https://doi.org/10.2307/30039069
https://doi.org/10.2307/30039069
https://doi.org/10.1037/a0023924
https://doi.org/10.1037/a0023924
https://doi.org/10.1037/a0023924
https://doi.org/10.1016/j.neuroimage.2022.119205
https://doi.org/10.1016/j.neuroimage.2022.119205
https://doi.org/10.1016/j.neuroimage.2022.119205
https://doi.org/10.1016/j.neuroimage.2022.119205
https://doi.org/10.1016/j.neuroimage.2022.119205
https://doi.org/10.1016/j.neuroimage.2022.119205
https://doi.org/10.1101/2021.01.18.424707
https://doi.org/10.1101/2021.01.18.424707
https://doi.org/10.1101/2021.01.18.424707
https://doi.org/10.1101/2021.01.18.424707
https://doi.org/10.1101/2021.01.18.424707
https://doi.org/10.1101/2021.01.18.424707
https://doi.org/10.1016/j.jml.2012.11.001
https://doi.org/10.1016/j.jml.2012.11.001
https://doi.org/10.1016/j.jml.2012.11.001
https://doi.org/10.1016/j.jml.2012.11.001
https://doi.org/10.1016/j.jml.2012.11.001
https://doi.org/10.1016/j.jml.2012.11.001
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.1016/j.neuropsychologia.2014.08.023
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.18637/jss.v067.i01
https://doi.org/10.1016/j.neuroimage.2019.116499
https://doi.org/10.1016/j.neuroimage.2019.116499
https://doi.org/10.1016/j.neuroimage.2019.116499
https://doi.org/10.1016/j.neuroimage.2019.116499
https://doi.org/10.1016/j.neuroimage.2019.116499
https://doi.org/10.1016/j.neuropsychologia.2021.107767
https://doi.org/10.1016/j.neuropsychologia.2021.107767
https://doi.org/10.1016/j.neuropsychologia.2021.107767
https://doi.org/10.1016/j.neuropsychologia.2021.107767
https://doi.org/10.1016/j.neuropsychologia.2021.107767
https://doi.org/10.1016/j.neuropsychologia.2021.107767
https://doi.org/10.1101/lm.032409.113
https://doi.org/10.1101/lm.032409.113
https://doi.org/10.1101/lm.032409.113
https://doi.org/10.1101/lm.032409.113
https://doi.org/10.1101/lm.032409.113
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1016/j.cobeha.2017.07.012
https://doi.org/10.1177/0963721420917691
https://doi.org/10.1177/0963721420917691
https://doi.org/10.1037/xge0000356
https://doi.org/10.1037/xge0000356

publishers.

and is not to be disseminated broadly.

ghted by the American Psychological Association or one of its allied

article is intended solely for the personal use of the individual user

This document is copyri

This

RECONCILING EMOTION’S EFFECTS ON RELATIONAL MEMORY 27

Bisby, J. A., Horner, A. J., Hgrlyck, L. D., & Burgess, N. (2016). Opposing
effects of negative emotion on amygdalar and hippocampal memory for
items and associations. Social Cognitive and Affective Neuroscience, 11(6),
981-990. https://doi.org/10.1093/scan/nsw028

Bogdan, P. C., Dolcos, F., Buetti, S., Lleras, A., & Dolcos, S. (2023).
Investigating the suitability of online eye-tracking for psychological
research: Evidence from comparisons with in-person data using emotion-
attention interaction tasks. Resubmitted Following Revision for Behavior
Research Methods, 56(3), 2213-2226. https://doi.org/10.3758/s13428-
023-02143-z

Bogdan, P. C., Dolcos, S., & Dolcos, F. (2024). Reconciling opposing effects
of emotion on relational memory: Behavioral. eye-tracking, & brain
imaging investigations. https://ost.io/fr5d2/

Bogdan, P. C., Dolcos, S., Federmeier, K. D., Lleras, A., Schwarb, H., &
Dolcos, F. (2023). Emotional dissociations in temporal associations:
Opposing effects of arousal on memory for details surrounding unpleasant
events. Cognition and Emotion. Advance online publication. https:/
doi.org/10.1080/02699931.2023.2270196

Bogdan, P. C., Iordan, A. D., Shobrook, J., & Dolcos, F. (2023).
ConnSearch: A framework for functional connectivity analysis
designed for interpretability and effectiveness at limited sample sizes.
Neurolmage, 278, Article 120274. https://doi.org/10.1016/j.neuroima
2e.2023.120274

Bowen, H. J., Ford, J. H., Grady, C. L., & Spaniol, J. (2020). Frontostriatal
functional connectivity supports reward-enhanced memory in older adults.
Neurobiology of Aging, 90, 1-12. https://doi.org/10.1016/j.neurobiolagi
ng.2020.02.013

Brewin, C. R., Gregory, J. D., Lipton, M., & Burgess, N. (2010). Intrusive
images in psychological disorders: Characteristics, neural mechanisms,
and treatment implications. Psychological Review, 117(1), 210-232.
https://doi.org/10.1037/a0018113

Butterworth, B., Hand, C. J., Lorimer, K., & Gawrylowicz, J. (2023). The
impact of post-encoding alcohol consumption on episodic memory recall
and remember-know responses in heavy drinkers. Frontiers in Psychology,
14, Article 1007477. https://doi.org/10.3389/fpsyg.2023.1007477

Caffé, A. R., van Leeuwen, F. W., & Luiten, P. G. (1987). Vasopressin cells
in the medial amygdala of the rat project to the lateral septum and ventral
hippocampus. The Journal of Comparative Neurology, 261(2), 237-252.
https://doi.org/10.1002/cne.902610206

Caplan, J. B., Sommer, T., Madan, C. R., & Fujiwara, E. (2019). Reduced
associative memory for negative information: Impact of confidence and
interactive imagery during study. Cognition and Emotion, 33(8), 1745—
1753. https://doi.org/10.1080/02699931.2019.1602028

Carretié, L. (2014). Exogenous (automatic) attention to emotional stimuli:
A review. Cognitive, Affective & Behavioral Neuroscience, 14(4), 1228—
1258. https://doi.org/10.3758/s13415-014-0270-2

Chan, J. P., Kamino, D., Binns, M. A., & Ryan, J. D. (2011). Can changes
in eye movement scanning alter the age-related deficit in recognition
memory? Frontiers in Psychology, 2, Article 92. https://doi.org/10.3389/
fpsyg.2011.00092

Chang, M., Brainerd, C.J., Toglia, M. P., & Schmidt, S. R. (2021). Norms for
emotion-false memory lists. Behavior Research Methods, 53(1), 96—112.
https://doi.org/10.3758/s13428-020-01410-7

Chiu, Y.-C., Dolcos, F., Gonsalves, B. D., & Cohen, N. J. (2013). On
opposing effects of emotion on contextual or relational memory.
Frontiers in Psychology, 4, Article 103. https://doi.org/10.3389/fpsyg
.2013.00103

Chun, M. M., & Phelps, E. A. (1999). Memory deficits for implicit
contextual information in amnesic subjects with hippocampal damage.
Nature Neuroscience, 2(9), 844-847. https://doi.org/10.1038/12222

Cohen, N. J., Poldrack, R. A., & Eichenbaum, H. (1997). Memory
for items and memory for relations in the procedural/declarative memory
framework. Memory, 5(1-2), 131-178. https://doi.org/10.1080/741
941149

Corbetta, M., Patel, G., & Shulman, G. L. (2008). The reorienting system of
the human brain: From environment to theory of mind. Neuron, 58(3),
306-324. https://doi.org/10.1016/j.neuron.2008.04.017

D’Argembeau, A., & Van der Linden, M. (2004). Influence of affective
meaning on memory for contextual information. Emotion, 4(2), 173—188.
https://doi.org/10.1037/1528-3542.4.2.173

Dalton, M. A., D’Souza, A., Lv, J., & Calamante, F. (2022). New insights into
anatomical connectivity along the anterior—posterior axis of the human
hippocampus using in vivo quantitative fibre tracking. eLife, 11, Article
€76143. https://doi.org/10.7554/eLife.76143

Dan-Glauser, E. S., & Scherer, K. R. (2011). The Geneva affective picture
database (GAPED): A new 730-picture database focusing on valence and
normative significance. Behavior Research Methods, 43(2), 468-477.
https://doi.org/10.3758/s13428-011-0064-1

Davis, S. W., Dennis, N. A., Daselaar, S. M., Fleck, M. S., & Cabeza, R.
(2008). Que PASA? The posterior-anterior shift in aging. Cerebral Cortex,
18(5), 1201-1209. https://doi.org/10.1093/cercor/bhm155

Denkova, E., Dolcos, S., & Dolcos, F. (2015). Neural correlates of
‘distracting’ from emotion during autobiographical recollection. Social
Cognitive and Affective Neuroscience, 10(2), 219-230. https://doi.org/10
.1093/scan/nsu039

Denkova, E., Wong, G., Dolcos, S., Sung, K., Wang, L., Coupland, N., &
Dolcos, F. (2010). The impact of anxiety-inducing distraction on cognitive
performance: A combined brain imaging and personality investigation.
PLOS ONE, 5(11), Atrticle e14150. https://doi.org/10.1371/journal.pone
.0014150

Desmedt, A., Marighetto, A., & Piazza, P.-V. (2015). Abnormal fear memory
as a model for posttraumatic stress disorder. Biological Psychiatry, 78(5),
290-297. https://doi.org/10.1016/j.biopsych.2015.06.017

Dev, D. K., Wardell, V., Checknita, K., Te, A., Petrucci, A., Madan, C., &
Palombo, D. (2021). Emotion enhances memory for the sequential
unfolding of a naturalistic experience. https://doi.org/10.31234/osf
.io/j2wmz

Di, X., Huang, J., & Biswal, B. B. (2017). Task modulated brain connectivity
of the amygdala: A meta-analysis of psychophysiological interactions.
Brain Structure & Function, 222(1), 619-634. https://doi.org/10.1007/
s00429-016-1239-4

Diana, R. A., Yonelinas, A. P., & Ranganath, C. (2013). Parahippocampal
cortex activation during context reinstatement predicts item recollection.
Journal of Experimental Psychology: General, 142(4), 1287-1297. https://
doi.org/10.1037/a0034029

Dillon, D. G., Ritchey, M., Johnson, B. D., & LaBar, K. S. (2007).
Dissociable effects of conscious emotion regulation strategies on explicit
and implicit memory. Emotion, 7(2), 354-365. https://doi.org/10.1037/
1528-3542.7.2.354

Dimsdale-Zucker, H. R., Maciejewska, K., Kim, K., Yonelinas, A. P., &
Ranganath, C. (2022). Individual differences in behavioral and electro-
physiological signatures of familiarity- and recollection-based recognition
memory. Neuropsychologia, 173, Article 108287. https://doi.org/10.1016/
j-neuropsychologia.2022.108287

Dobbins, I. G., Khoe, W., Yonelinas, A. P., & Kroll, N. E. (2000).
Predicting individual false alarm rates and signal detection theory: A role
for remembering. Memory & Cognition, 28(8), 1347-1356. https://
doi.org/10.3758/BF03211835

Doerksen, S., & Shimamura, A. P. (2001). Source memory enhancement
for emotional words. Emotion, 1(1), 5-11. https://doi.org/10.1037/1528-
3542.1.1.5

Dolcos, F. (2013). Linking enhancing and impairing effects of emotion-the
case of PTSD. Frontiers in Integrative Neuroscience, 7, Article 26. https:/
doi.org/10.3389/fnint.2013.00026

Dolcos, F., Bogdan, P. C., O’Brien, M., Iordan, A. D., Madison, A., Buetti,
S., Lleras, A., & Dolcos, S. (2022). The impact of focused attention on
emotional evaluation: An eye-tracking investigation. Emotion, 22(5),
1088-1099. https://doi.org/10.1037/emo0000895


https://doi.org/10.1093/scan/nsw028
https://doi.org/10.1093/scan/nsw028
https://doi.org/10.3758/s13428-023-02143-z
https://doi.org/10.3758/s13428-023-02143-z
https://doi.org/10.3758/s13428-023-02143-z
https://osf.io/fr5d2/
https://osf.io/fr5d2/
https://doi.org/10.1080/02699931.2023.2270196
https://doi.org/10.1080/02699931.2023.2270196
https://doi.org/10.1080/02699931.2023.2270196
https://doi.org/10.1080/02699931.2023.2270196
https://doi.org/10.1080/02699931.2023.2270196
https://doi.org/10.1016/j.neuroimage.2023.120274
https://doi.org/10.1016/j.neuroimage.2023.120274
https://doi.org/10.1016/j.neuroimage.2023.120274
https://doi.org/10.1016/j.neuroimage.2023.120274
https://doi.org/10.1016/j.neuroimage.2023.120274
https://doi.org/10.1016/j.neuroimage.2023.120274
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1016/j.neurobiolaging.2020.02.013
https://doi.org/10.1037/a0018113
https://doi.org/10.1037/a0018113
https://doi.org/10.3389/fpsyg.2023.1007477
https://doi.org/10.3389/fpsyg.2023.1007477
https://doi.org/10.3389/fpsyg.2023.1007477
https://doi.org/10.3389/fpsyg.2023.1007477
https://doi.org/10.1002/cne.902610206
https://doi.org/10.1002/cne.902610206
https://doi.org/10.1002/cne.902610206
https://doi.org/10.1080/02699931.2019.1602028
https://doi.org/10.1080/02699931.2019.1602028
https://doi.org/10.1080/02699931.2019.1602028
https://doi.org/10.1080/02699931.2019.1602028
https://doi.org/10.3758/s13415-014-0270-2
https://doi.org/10.3758/s13415-014-0270-2
https://doi.org/10.3389/fpsyg.2011.00092
https://doi.org/10.3389/fpsyg.2011.00092
https://doi.org/10.3389/fpsyg.2011.00092
https://doi.org/10.3389/fpsyg.2011.00092
https://doi.org/10.3389/fpsyg.2011.00092
https://doi.org/10.3758/s13428-020-01410-7
https://doi.org/10.3758/s13428-020-01410-7
https://doi.org/10.3389/fpsyg.2013.00103
https://doi.org/10.3389/fpsyg.2013.00103
https://doi.org/10.3389/fpsyg.2013.00103
https://doi.org/10.3389/fpsyg.2013.00103
https://doi.org/10.1038/12222
https://doi.org/10.1038/12222
https://doi.org/10.1080/741941149
https://doi.org/10.1080/741941149
https://doi.org/10.1080/741941149
https://doi.org/10.1016/j.neuron.2008.04.017
https://doi.org/10.1016/j.neuron.2008.04.017
https://doi.org/10.1016/j.neuron.2008.04.017
https://doi.org/10.1016/j.neuron.2008.04.017
https://doi.org/10.1016/j.neuron.2008.04.017
https://doi.org/10.1016/j.neuron.2008.04.017
https://doi.org/10.1037/1528-3542.4.2.173
https://doi.org/10.1037/1528-3542.4.2.173
https://doi.org/10.1037/1528-3542.4.2.173
https://doi.org/10.1037/1528-3542.4.2.173
https://doi.org/10.1037/1528-3542.4.2.173
https://doi.org/10.7554/eLife.76143
https://doi.org/10.7554/eLife.76143
https://doi.org/10.7554/eLife.76143
https://doi.org/10.3758/s13428-011-0064-1
https://doi.org/10.3758/s13428-011-0064-1
https://doi.org/10.1093/cercor/bhm155
https://doi.org/10.1093/cercor/bhm155
https://doi.org/10.1093/scan/nsu039
https://doi.org/10.1093/scan/nsu039
https://doi.org/10.1371/journal.pone.0014150
https://doi.org/10.1371/journal.pone.0014150
https://doi.org/10.1371/journal.pone.0014150
https://doi.org/10.1371/journal.pone.0014150
https://doi.org/10.1016/j.biopsych.2015.06.017
https://doi.org/10.1016/j.biopsych.2015.06.017
https://doi.org/10.1016/j.biopsych.2015.06.017
https://doi.org/10.1016/j.biopsych.2015.06.017
https://doi.org/10.1016/j.biopsych.2015.06.017
https://doi.org/10.1016/j.biopsych.2015.06.017
https://doi.org/10.31234/osf.io/j2wmz
https://doi.org/10.31234/osf.io/j2wmz
https://doi.org/10.31234/osf.io/j2wmz
https://doi.org/10.1007/s00429-016-1239-4
https://doi.org/10.1007/s00429-016-1239-4
https://doi.org/10.1007/s00429-016-1239-4
https://doi.org/10.1037/a0034029
https://doi.org/10.1037/a0034029
https://doi.org/10.1037/a0034029
https://doi.org/10.1037/1528-3542.7.2.354
https://doi.org/10.1037/1528-3542.7.2.354
https://doi.org/10.1037/1528-3542.7.2.354
https://doi.org/10.1037/1528-3542.7.2.354
https://doi.org/10.1037/1528-3542.7.2.354
https://doi.org/10.1037/1528-3542.7.2.354
https://doi.org/10.1016/j.neuropsychologia.2022.108287
https://doi.org/10.1016/j.neuropsychologia.2022.108287
https://doi.org/10.1016/j.neuropsychologia.2022.108287
https://doi.org/10.1016/j.neuropsychologia.2022.108287
https://doi.org/10.1016/j.neuropsychologia.2022.108287
https://doi.org/10.1016/j.neuropsychologia.2022.108287
https://doi.org/10.3758/BF03211835
https://doi.org/10.3758/BF03211835
https://doi.org/10.3758/BF03211835
https://doi.org/10.1037/1528-3542.1.1.5
https://doi.org/10.1037/1528-3542.1.1.5
https://doi.org/10.1037/1528-3542.1.1.5
https://doi.org/10.1037/1528-3542.1.1.5
https://doi.org/10.1037/1528-3542.1.1.5
https://doi.org/10.1037/1528-3542.1.1.5
https://doi.org/10.3389/fnint.2013.00026
https://doi.org/10.3389/fnint.2013.00026
https://doi.org/10.3389/fnint.2013.00026
https://doi.org/10.3389/fnint.2013.00026
https://doi.org/10.3389/fnint.2013.00026
https://doi.org/10.1037/emo0000895
https://doi.org/10.1037/emo0000895

publishers.

ghted by the American Psychological Association or one of its allied

This document is copyri

This

and is not to be disseminated broadly.

article is intended solely for the personal use of the individual user

28 BOGDAN ET AL.

Dolcos, F., & Cabeza, R. (2002). Event-related potentials of emotional
memory: Encoding pleasant, unpleasant, and neutral pictures. Cognitive,
Affective & Behavioral Neuroscience, 2(3), 252-263. https://doi.org/10
.3758/CABN.2.3.252

Dolcos, F., Diaz-Granados, P., Wang, L., & McCarthy, G. (2008). Opposing
influences of emotional and non-emotional distracters upon sustained
prefrontal cortex activity during a delayed-response working memory
task. Neuropsychologia, 46(1), 326-335. https://doi.org/10.1016/j.neuro
psychologia.2007.07.010

Dolcos, F., Iordan, A. D., Kragel, J., Stokes, J., Campbell, R., McCarthy, G., &
Cabeza, R. (2013). Neural correlates of opposing effects of emotional
distraction on working memory and episodic memory: An event-related
FMRI investigation. Frontiers in Psychology, 4, Atticle 293. https://doi.org/
10.3389/fpsyg.2013.00293

Dolcos, F., Katsumi, Y., Bogdan, P. C., Shen, C., Jun, S., Buetti, S., Lleras,
A., Bost, K. F., Weymar, M., & Dolcos, S. (2020). The impact of focused
attention on subsequent emotional recollection: A functional MRI
investigation. Neuropsychologia, 138, Article 107338. https://doi.org/10
.1016/j.neuropsychologia.2020.107338

Dolcos, F., Katsumi, Y., Moore, M., Berggren, N., de Gelder, B., Derakshan,
N., Hamm, A. O., Koster, E. H. W., Ladouceur, C. D., Okon-Singer, H.,
Pegna, A. J., Richter, T., Schweizer, S., Van den Stock, J., Ventura-Bort,
C., Weymar, M., & Dolcos, S. (2020). Neural correlates of emotion-
attention interactions: From perception, learning, and memory to social
cognition, individual differences, and training interventions. Neuroscience
and Biobehavioral Reviews, 108, 559-601. https://doi.org/10.1016/j.neu
biorev.2019.08.017

Dolcos, F., Katsumi, Y., Shen, C., Bogdan, P. C., Jun, S., Larsen, R., Heller,
W., Bost, K. F., & Dolcos, S. (2020). The impact of focused attention on
emotional experience: A functional MRI investigation. Cognitive, Affective
& Behavioral Neuroscience, 20(5), 1011-1026. https://doi.org/10.3758/
$13415-020-00816-2

Dolcos, F., Katsumi, Y., Weymar, M., Moore, M., Tsukiura, T., & Dolcos, S.
(2017). Emerging directions in emotional episodic memory. Frontiers in
Psychology, 8, Article 1867. https://doi.org/10.3389/fpsyg.2017.01867

Dolcos, F., Kragel, P., Wang, L., & McCarthy, G. (2006). Role of the inferior
frontal cortex in coping with distracting emotions. Neuroreport: For Rapid
Communication of Neuroscience Research, 17(15), 1591-1594. https://
doi.org/10.1097/01.wnr.0000236860.24081.be

Dolcos, F., LaBar, K. S., & Cabeza, R. (2004a). Dissociable effects of
arousal and valence on prefrontal activity indexing emotional evaluation
and subsequent memory: An event-related fMRI study. Neurolmage,
23(1), 64-74. https://doi.org/10.1016/j.neuroimage.2004.05.015

Dolcos, F., LaBar, K. S., & Cabeza, R. (2004b). 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

Dolcos, F., LaBar, K. S., & Cabeza, R. (2005). Remembering one year later:
Role of the amygdala and the medial temporal lobe memory system in
retrieving emotional memories. Proceedings of the National Academy of
Sciences of the United States of America, 102(7), 2626-2631. https:/
doi.org/10.1073/pnas.0409848102

Dolcos, S., Hu, Y., Williams, C., Bogdan, P. C., Hohl, K., Berenbaum, H., &
Dolcos, F. (2021). Cultivating affective resilience: Proof-of-principle
evidence of translational benefits from a novel cognitive-emotional
training intervention. Frontiers in Psychology, 12, Article 585536. https:/
doi.org/10.3389/fpsyg.2021.585536

Dosenbach, N. U., Fair, D. A., Cohen, A. L., Schlaggar, B. L., & Petersen,
S. E. (2008). A dual-networks architecture of top-down control. Trends
in Cognitive Sciences, 12(3), 99-105. https://doi.org/10.1016/j.tics.2008
.01.001

Duggirala, S. X., Belyk, M., Schwartze, M., Kanske, P., & Kotz, S. A. (2022).
Emotional salience but not valence impacts anterior cingulate cortex

conflict processing. Cognitive, Affective & Behavioral Neuroscience, 22(6),
1250-1263. https://doi.org/10.3758/s13415-022-01025-9

Dunn, J. C. (2004). Remember-know: A matter of confidence. Psychological
Review, 111(2), 524-542. https://doi.org/10.1037/0033-295X.111.2.524

Dunsmoor, J. E., Kroes, M. C. W., Murty, V. P., Braren, S. H., & Phelps,
E. A. (2019). Emotional enhancement of memory for neutral information:
The complex interplay between arousal, attention, and anticipation.
Biological Psychology, 145, 134-141. https://doi.org/10.1016/j.biopsy
cho.2019.05.001

Dunsmoor, J. E., Murty, V. P., Clewett, D., Phelps, E. A., & Davachi, L.
(2022). Tag and capture: How salient experiences target and rescue nearby
events in memory. Trends in Cognitive Sciences, 26(9), 782-795. https:/
doi.org/10.1016/j.tics.2022.06.009

Eichenbaum, H., Otto, T., & Cohen, N. J. (1992). The hippocampus—What
does it do? Behavioral and Neural Biology, 57(1), 2-36. https://doi.org/10
.1016/0163-1047(92)90724-1

Eichenbaum, H., Yonelinas, A. P., & Ranganath, C. (2007). The
medial temporal lobe and recognition memory. Annual Review of Neuro-
science, 30(1), 123-152. https://doi.org/10.1146/annurev.neuro.30.051
606.094328

Eldridge, L. L., Knowlton, B. J., Furmanski, C. S., Bookheimer, S. Y., &
Engel, S. A. (2000). Remembering episodes: A selective role for the
hippocampus during retrieval. Nature Neuroscience, 3(11), 1149-1152.
https://doi.org/10.1038/80671

Engen, H. G., & Anderson, M. C. (2018). Memory control: A fundamental
mechanism of emotion regulation. Trends in Cognitive Sciences, 22(11),
982-995. https://doi.org/10.1016/j.tics.2018.07.015

Epstein, R., & Kanwisher, N. (1998). A cortical representation of the
local visual environment. Nature, 392(6676), 598—601. https://doi.org/
10.1038/33402

Epstein, R. A. (2008). Parahippocampal and retrosplenial contributions to
human spatial navigation. Trends in Cognitive Sciences, 12(10), 388-396.
https://doi.org/10.1016/j.tics.2008.07.004

Etchamendy, N., Konishi, K., Pike, G. B., Marighetto, A., & Bohbot, V. D.
(2012). Evidence for a virtual human analog of a rodent relational memory
task: A study of aging and fMRI in young adults. Hippocampus, 22(4),
869-880. https://doi.org/10.1002/hipo.20948

Etkin, A., Egner, T., & Kalisch, R. (2011). Emotional processing in anterior
cingulate and medial prefrontal cortex. Trends in Cognitive Sciences,
15(2), 85-93. https://doi.org/10.1016/j.tics.2010.11.004

Faul, F., Erdfelder, E., Buchner, A., & Lang, A.-G. (2009). Statistical power
analyses using G*Power 3.1: Tests for correlation and regression analyses.
Behavior Research Methods, 41(4), 1149-1160. https://doi.org/10.3758/
BRM.41.4.1149

Fiese, B. H., Musaad, S., Bost, K. K., McBride, B. A., Lee, S.-Y., Teran-
Garcia, M., & Donovan, S. M. (2019). The strong kids 2 birth cohort study:
A cell-to-society approach to dietary habits and weight trajectories across
the first 5 years of life. Current Developments in Nutrition, 3(3), Article
nzz007. https://doi.org/10.1093/cdn/nzz007

Ford, J. H., Kim, S. Y., Kark, S. M., Daley, R. T., Payne, J. D., & Kensinger,
E. A. (2022). Distinct stress-related changes in intrinsic amygdala
connectivity predict subsequent positive and negative memory performance.
European Journal of Neuroscience, 56(6), 4744-4765. https://doi.org/10
A111/ejn.15777

Fortier, A., Dumais, A., Athanassiou, M., Tikasz, A., & Potvin, S. (2023).
Dysconnectivity between the anterior insula and the dorsal anterior
cingulate cortex during an emotion go/nogo paradigm is associated with
aggressive behaviors in male schizophrenia patients. Psychiatry Research:
Neuroimaging, 328, Article 111579. https://doi.org/10.1016/j.pscychre
sns.2022.111579

Fredrickson, B. L. (2004). The broaden-and-build theory of positive
emotions. Philosophical Transactions of the Royal Society B, 359(1449),
1367-1377. https://doi.org/10.1098/rstb.2004.1512


https://doi.org/10.3758/CABN.2.3.252
https://doi.org/10.3758/CABN.2.3.252
https://doi.org/10.3758/CABN.2.3.252
https://doi.org/10.3758/CABN.2.3.252
https://doi.org/10.3758/CABN.2.3.252
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.1016/j.neuropsychologia.2007.07.010
https://doi.org/10.3389/fpsyg.2013.00293
https://doi.org/10.3389/fpsyg.2013.00293
https://doi.org/10.3389/fpsyg.2013.00293
https://doi.org/10.3389/fpsyg.2013.00293
https://doi.org/10.3389/fpsyg.2013.00293
https://doi.org/10.1016/j.neuropsychologia.2020.107338
https://doi.org/10.1016/j.neuropsychologia.2020.107338
https://doi.org/10.1016/j.neuropsychologia.2020.107338
https://doi.org/10.1016/j.neuropsychologia.2020.107338
https://doi.org/10.1016/j.neuropsychologia.2020.107338
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.1016/j.neubiorev.2019.08.017
https://doi.org/10.3758/s13415-020-00816-2
https://doi.org/10.3758/s13415-020-00816-2
https://doi.org/10.3758/s13415-020-00816-2
https://doi.org/10.3389/fpsyg.2017.01867
https://doi.org/10.3389/fpsyg.2017.01867
https://doi.org/10.3389/fpsyg.2017.01867
https://doi.org/10.3389/fpsyg.2017.01867
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1097/01.wnr.0000236860.24081.be
https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/10.1016/j.neuroimage.2004.05.015
https://doi.org/10.1016/S0896-6273(04)00289-2
https://doi.org/10.1016/S0896-6273(04)00289-2
https://doi.org/10.1073/pnas.0409848102
https://doi.org/10.1073/pnas.0409848102
https://doi.org/10.1073/pnas.0409848102
https://doi.org/10.1073/pnas.0409848102
https://doi.org/10.3389/fpsyg.2021.585536
https://doi.org/10.3389/fpsyg.2021.585536
https://doi.org/10.3389/fpsyg.2021.585536
https://doi.org/10.3389/fpsyg.2021.585536
https://doi.org/10.3389/fpsyg.2021.585536
https://doi.org/10.1016/j.tics.2008.01.001
https://doi.org/10.1016/j.tics.2008.01.001
https://doi.org/10.1016/j.tics.2008.01.001
https://doi.org/10.1016/j.tics.2008.01.001
https://doi.org/10.1016/j.tics.2008.01.001
https://doi.org/10.1016/j.tics.2008.01.001
https://doi.org/10.3758/s13415-022-01025-9
https://doi.org/10.3758/s13415-022-01025-9
https://doi.org/10.1037/0033-295X.111.2.524
https://doi.org/10.1037/0033-295X.111.2.524
https://doi.org/10.1037/0033-295X.111.2.524
https://doi.org/10.1037/0033-295X.111.2.524
https://doi.org/10.1037/0033-295X.111.2.524
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.biopsycho.2019.05.001
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/j.tics.2022.06.009
https://doi.org/10.1016/0163-1047(92)90724-I
https://doi.org/10.1016/0163-1047(92)90724-I
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1146/annurev.neuro.30.051606.094328
https://doi.org/10.1038/80671
https://doi.org/10.1038/80671
https://doi.org/10.1016/j.tics.2018.07.015
https://doi.org/10.1016/j.tics.2018.07.015
https://doi.org/10.1016/j.tics.2018.07.015
https://doi.org/10.1016/j.tics.2018.07.015
https://doi.org/10.1016/j.tics.2018.07.015
https://doi.org/10.1016/j.tics.2018.07.015
https://doi.org/10.1038/33402
https://doi.org/10.1038/33402
https://doi.org/10.1038/33402
https://doi.org/10.1016/j.tics.2008.07.004
https://doi.org/10.1016/j.tics.2008.07.004
https://doi.org/10.1016/j.tics.2008.07.004
https://doi.org/10.1016/j.tics.2008.07.004
https://doi.org/10.1016/j.tics.2008.07.004
https://doi.org/10.1016/j.tics.2008.07.004
https://doi.org/10.1002/hipo.20948
https://doi.org/10.1002/hipo.20948
https://doi.org/10.1002/hipo.20948
https://doi.org/10.1016/j.tics.2010.11.004
https://doi.org/10.1016/j.tics.2010.11.004
https://doi.org/10.1016/j.tics.2010.11.004
https://doi.org/10.1016/j.tics.2010.11.004
https://doi.org/10.1016/j.tics.2010.11.004
https://doi.org/10.1016/j.tics.2010.11.004
https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/10.3758/BRM.41.4.1149
https://doi.org/10.1093/cdn/nzz007
https://doi.org/10.1093/cdn/nzz007
https://doi.org/10.1111/ejn.15777
https://doi.org/10.1111/ejn.15777
https://doi.org/10.1111/ejn.15777
https://doi.org/10.1016/j.pscychresns.2022.111579
https://doi.org/10.1016/j.pscychresns.2022.111579
https://doi.org/10.1016/j.pscychresns.2022.111579
https://doi.org/10.1016/j.pscychresns.2022.111579
https://doi.org/10.1016/j.pscychresns.2022.111579
https://doi.org/10.1016/j.pscychresns.2022.111579
https://doi.org/10.1098/rstb.2004.1512
https://doi.org/10.1098/rstb.2004.1512
https://doi.org/10.1098/rstb.2004.1512
https://doi.org/10.1098/rstb.2004.1512

publishers.

and is not to be disseminated broadly.

ghted by the American Psychological Association or one of its allied

article is intended solely for the personal use of the individual user

This document is copyri

This

RECONCILING EMOTION’S EFFECTS ON RELATIONAL MEMORY 29

Fredrickson, B. L., & Branigan, C. (2005). Positive emotions broaden the
scope of attention and thought-action repertoires. Cognition and Emotion,
19(3), 313-332. https://doi.org/10.1080/02699930441000238

Frithsen, A., Stark, S. M., & Stark, C. E. L. (2019). Response bias,
recollection, and familiarity in individuals with highly superior autobio-
graphical memory (HSAM). Memory, 27(6), 739-749. https://doi.org/10
.1080/09658211.2018.1561896

Fusar-Poli, P., Placentino, A., Carletti, F., Allen, P., Landi, P., Abbamonte,
M., Barale, F., Perez, J., McGuire, P., & Politi, P. L. (2009). Laterality
effect on emotional faces processing: ALE meta-analysis of evidence.
Neuroscience Letters, 452(3), 262-267. https://doi.org/10.1016/j.neulet
.2009.01.065

Geraci, L., McCabe, D. P., & Guillory, J. J. (2009). On interpreting the
relationship between remember-know judgments and confidence: The role
of instructions. Consciousness and Cognition, 18(3), 701-709. https://
doi.org/10.1016/j.concog.2009.04.010

Goodman, A. M., Katz, J. S., & Dretsch, M. N. (2016). Military affective
picture system (MAPS): A new emotion-based stimuli set for assessing
emotional processing in military populations. Journal of Behavior Therapy
and Experimental Psychiatry, 50, 152—161. https://doi.org/10.1016/j.jbtep
.2015.07.006

Green, P., & MacLeod, C. J. (2016). SIMR: An R package for power analysis
of generalized linear mixed models by simulation. Methods in Ecology and
Evolution, 7(4), 493-498. https://doi.org/10.1111/2041-210X.12504

Grob, A.-M., Milivojevic, B., Alink, A., Doeller, C. F., & Schwabe, L.
(2023). Stress disrupts insight-driven mnemonic reconfiguration in the
medial temporal lobe. Neurolmage, 265, Article 119804. https://doi.org/
10.1016/j.neuroimage.2022.119804

Haber, S. N., Liu, H., Seidlitz, J., & Bullmore, E. (2022). Prefrontal
connectomics: From anatomy to human imaging. Neuropsycho-
pharmacology, 47(1), 20-40. https://doi.org/10.1038/s41386-021-01156-6

Hayes, J. P, LaBar, K. S., McCarthy, G., Selgrade, E., Nasser, J., Dolcos, F.,
Morey, R. A., & the VISN 6 Mid-Atlantic MIRECC workgroup. (2011).
Reduced hippocampal and amygdala activity predicts memory distortions
for trauma reminders in combat-related PTSD. Journal of Psychiatric
Research, 45(5), 660-669. https://doi.org/10.1016/j.jpsychires.2010.10.007

Herweg, N. A., Sharan, A. D., Sperling, M. R., Brandt, A., Schulze-Bonhage,
A., & Kahana, M. J. (2020). Reactivated spatial context guides episodic
recall. The Journal of Neuroscience, 40(10), 2119-2128. https://doi.org/
10.1523/INEUROSCI.1640-19.2019

Herweg, N. A., Solomon, E. A., & Kahana, M. J. (2020). Theta oscillations
in human memory. Trends in Cognitive Sciences, 24(3), 208-227. https://
doi.org/10.1016/j.tics.2019.12.006

Hockey, G. R. J. (1970). Effect of loud noise on attentional selectivity. The
Quarterly Journal of Experimental Psychology, 22(1), 28-36. https://
doi.org/10.1080/14640747008401898

Inman, C. S., Manns, J. R., Bijanki, K. R., Bass, D. 1., Hamann, S., Drane,
D. L., Fasano, R. E., Kovach, C. K., Gross, R. E., & Willie, J. T. (2018).
Direct electrical stimulation of the amygdala enhances declarative
memory in humans. Proceedings of the National Academy of Sciences of
the United States of America, 115(1), 98-103. https://doi.org/10.1073/
pnas.1714058114

Tordan, A. D., & Dolcos, F. (2017). Brain activity and network interactions
linked to valence-related differences in the impact of emotional
distraction. Cerebral Cortex, 27(1), 731-749. https://doi.org/10.1093/ce
rcor/bhv242

Iordan, A. D., Dolcos, S., & Dolcos, F. (2013). Neural signatures of
the response to emotional distraction: A review of evidence from brain
imaging investigations. Frontiers in Human Neuroscience, 7, Article 200.
https://doi.org/10.3389/fnhum.2013.00200

Tordan, A. D., Dolcos, S., & Dolcos, F. (2019). Brain activity and network
interactions in the impact of internal emotional distraction. Cerebral
Cortex, 29(6), 2607-2623. https://doi.org/10.1093/cercor/bhy 129

Jakobi, B., Arias-Vasquez, A., Hermans, E., Vlaming, P., Buitelaar, J.,
Franke, B., Hoogman, M., & van Rooij, D. (2022). Neural correlates of
reactive aggression in adult attention-deficit/hyperactivity disorder.
Frontiers in Psychiatry, 13, Article 840095. https://doi.org/10.3389/
fpsyt.2022.840095

Katsumi, Y., Andreano, J. M., Barrett, L. F., Dickerson, B. C., &
Touroutoglou, A. (2021). Greater neural differentiation in the ventral
visual cortex is associated with youthful memory in superaging. Cerebral
Cortex, 31(11), 5275-5287. https://doi.org/10.1093/cercor/bhab157

Katsumi, Y., & Dolcos, S. (2020). Suppress to feel and remember less:
Neural correlates of explicit and implicit emotional suppression on
perception and memory. Neuropsychologia, 145, Article 106683. https:/
doi.org/10.1016/j.neuropsychologia.2018.02.010

Kensinger, E. A. (2004). Remembering emotional experiences: The
contribution of valence and arousal. Reviews in the Neurosciences, 15(4),
241-251. https://doi.org/10.1515/REVNEURO.2004.15.4.241

Kensinger, E. A. (2009). Remembering the details: Effects of emotion.
Emotion Review, 1(2),99-113. https://doi.org/10.1177/1754073908100432

Kensinger, E. A., & Corkin, S. (2003). Memory enhancement for emotional
words: Are emotional words more vividly remembered than neutral
words? Memory & Cognition, 31(8), 1169-1180. https://doi.org/10.3758/
BF03195800

Kensinger, E. A., & Corkin, S. (2004). Two routes to emotional memory:
Distinct neural processes for valence and arousal. Proceedings of the
National Acadenty of Sciences of the United States of America, 101(9),
3310-3315. https://doi.org/10.1073/pnas.0306408101

Kensinger, E. A., Garoff-Eaton, R. J., & Schacter, D. L. (2007). Effects of
emotion on memory specificity: Memory trade-offs elicited by negative
visually arousing stimuli. Journal of Memory and Language, 56(4), 575—
591. https://doi.org/10.1016/j.jm1.2006.05.004

Kensinger, E. A., Piguet, O., Krendl, A. C., & Corkin, S. (2005). Memory for
contextual details: Effects of emotion and aging. Psychology and Aging,
20(2), 241-250. https://doi.org/10.1037/0882-7974.20.2.241

Kensinger, E. A., & Schacter, D. L. (2006). Processing emotional pictures and
words: Effects of valence and arousal. Cognitive, Affective & Behavioral
Neuroscience, 6(2), 110-126. https://doi.org/10.3758/CABN.6.2.110

Kim, J. S., Vossel, G., & Gamer, M. (2013). Effects of emotional context
on memory for details: The role of attention. PLOS ONE, 8(10), Article
€77405. https://doi.org/10.1371/journal.pone.0077405

Kim, S. H., & Hamann, S. (2012). The effect of cognitive reappraisal
on physiological reactivity and emotional memory. International Journal
of Psychophysiology, 83(3), 348-356. https://doi.org/10.1016/j.ijpsycho
.2011.12.001

Kleinsmith, L. J., & Kaplan, S. (1963). Paired-associate learning as a
function of arousal and interpolated interval. Journal of Experimental
Psychology, 65(2), 190-193. https://doi.org/10.1037/h0040288

Knief, U., & Forstmeier, W. (2021). Violating the normality assumption may
be the lesser of two evils. Behavior Research Methods, 53(6), 2576-2590.
https://doi.org/10.3758/s13428-021-01587-5

Konkel, A., & Cohen, N.J. (2009). Relational memory and the hippocampus:
Representations and methods. Frontiers in Neuroscience, 3(2), 166—174.
https://doi.org/10.3389/neuro.01.023.2009

Kung, P.-H., Davey, C. G., Harrison, B. J., Jamieson, A. J., Felmingham,
K. L., & Steward, T. (2023). Frontoamygdalar effective connectivity in
youth depression and treatment response. Biological Psychiatry, 94(12),
959-968. https://doi.org/10.1016/j.biopsych.2023.06.009

Kwon, Y., Scheibe, S., Samanez-Larkin, G. R., Tsai, J. L., & Carstensen,
L. L. (2009). Replicating the positivity effect in picture memory in
Koreans: Evidence for cross-cultural generalizability. Psychology and
Aging, 24(3), 748-754. https://doi.org/10.1037/a0016054

LaBar, K. S., & Cabeza, R. (2006). Cognitive neuroscience of emotional
memory. Nature Reviews Neuroscience, 7(1), 54—64. https://doi.org/10
.1038/nrm1825


https://doi.org/10.1080/02699930441000238
https://doi.org/10.1080/02699930441000238
https://doi.org/10.1080/09658211.2018.1561896
https://doi.org/10.1080/09658211.2018.1561896
https://doi.org/10.1080/09658211.2018.1561896
https://doi.org/10.1080/09658211.2018.1561896
https://doi.org/10.1016/j.neulet.2009.01.065
https://doi.org/10.1016/j.neulet.2009.01.065
https://doi.org/10.1016/j.neulet.2009.01.065
https://doi.org/10.1016/j.neulet.2009.01.065
https://doi.org/10.1016/j.neulet.2009.01.065
https://doi.org/10.1016/j.neulet.2009.01.065
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.concog.2009.04.010
https://doi.org/10.1016/j.jbtep.2015.07.006
https://doi.org/10.1016/j.jbtep.2015.07.006
https://doi.org/10.1016/j.jbtep.2015.07.006
https://doi.org/10.1016/j.jbtep.2015.07.006
https://doi.org/10.1016/j.jbtep.2015.07.006
https://doi.org/10.1016/j.jbtep.2015.07.006
https://doi.org/10.1111/2041-210X.12504
https://doi.org/10.1111/2041-210X.12504
https://doi.org/10.1111/2041-210X.12504
https://doi.org/10.1016/j.neuroimage.2022.119804
https://doi.org/10.1016/j.neuroimage.2022.119804
https://doi.org/10.1016/j.neuroimage.2022.119804
https://doi.org/10.1016/j.neuroimage.2022.119804
https://doi.org/10.1016/j.neuroimage.2022.119804
https://doi.org/10.1016/j.neuroimage.2022.119804
https://doi.org/10.1038/s41386-021-01156-6
https://doi.org/10.1038/s41386-021-01156-6
https://doi.org/10.1016/j.jpsychires.2010.10.007
https://doi.org/10.1016/j.jpsychires.2010.10.007
https://doi.org/10.1016/j.jpsychires.2010.10.007
https://doi.org/10.1016/j.jpsychires.2010.10.007
https://doi.org/10.1016/j.jpsychires.2010.10.007
https://doi.org/10.1016/j.jpsychires.2010.10.007
https://doi.org/10.1523/JNEUROSCI.1640-19.2019
https://doi.org/10.1523/JNEUROSCI.1640-19.2019
https://doi.org/10.1523/JNEUROSCI.1640-19.2019
https://doi.org/10.1523/JNEUROSCI.1640-19.2019
https://doi.org/10.1523/JNEUROSCI.1640-19.2019
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1016/j.tics.2019.12.006
https://doi.org/10.1080/14640747008401898
https://doi.org/10.1080/14640747008401898
https://doi.org/10.1080/14640747008401898
https://doi.org/10.1073/pnas.1714058114
https://doi.org/10.1073/pnas.1714058114
https://doi.org/10.1073/pnas.1714058114
https://doi.org/10.1073/pnas.1714058114
https://doi.org/10.1093/cercor/bhv242
https://doi.org/10.1093/cercor/bhv242
https://doi.org/10.1093/cercor/bhv242
https://doi.org/10.3389/fnhum.2013.00200
https://doi.org/10.3389/fnhum.2013.00200
https://doi.org/10.3389/fnhum.2013.00200
https://doi.org/10.3389/fnhum.2013.00200
https://doi.org/10.1093/cercor/bhy129
https://doi.org/10.1093/cercor/bhy129
https://doi.org/10.3389/fpsyt.2022.840095
https://doi.org/10.3389/fpsyt.2022.840095
https://doi.org/10.3389/fpsyt.2022.840095
https://doi.org/10.3389/fpsyt.2022.840095
https://doi.org/10.3389/fpsyt.2022.840095
https://doi.org/10.1093/cercor/bhab157
https://doi.org/10.1093/cercor/bhab157
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1016/j.neuropsychologia.2018.02.010
https://doi.org/10.1515/REVNEURO.2004.15.4.241
https://doi.org/10.1515/REVNEURO.2004.15.4.241
https://doi.org/10.1515/REVNEURO.2004.15.4.241
https://doi.org/10.1515/REVNEURO.2004.15.4.241
https://doi.org/10.1515/REVNEURO.2004.15.4.241
https://doi.org/10.1515/REVNEURO.2004.15.4.241
https://doi.org/10.1177/1754073908100432
https://doi.org/10.1177/1754073908100432
https://doi.org/10.3758/BF03195800
https://doi.org/10.3758/BF03195800
https://doi.org/10.3758/BF03195800
https://doi.org/10.1073/pnas.0306408101
https://doi.org/10.1073/pnas.0306408101
https://doi.org/10.1073/pnas.0306408101
https://doi.org/10.1016/j.jml.2006.05.004
https://doi.org/10.1016/j.jml.2006.05.004
https://doi.org/10.1016/j.jml.2006.05.004
https://doi.org/10.1016/j.jml.2006.05.004
https://doi.org/10.1016/j.jml.2006.05.004
https://doi.org/10.1016/j.jml.2006.05.004
https://doi.org/10.1037/0882-7974.20.2.241
https://doi.org/10.1037/0882-7974.20.2.241
https://doi.org/10.1037/0882-7974.20.2.241
https://doi.org/10.1037/0882-7974.20.2.241
https://doi.org/10.1037/0882-7974.20.2.241
https://doi.org/10.3758/CABN.6.2.110
https://doi.org/10.3758/CABN.6.2.110
https://doi.org/10.3758/CABN.6.2.110
https://doi.org/10.3758/CABN.6.2.110
https://doi.org/10.3758/CABN.6.2.110
https://doi.org/10.1371/journal.pone.0077405
https://doi.org/10.1371/journal.pone.0077405
https://doi.org/10.1371/journal.pone.0077405
https://doi.org/10.1371/journal.pone.0077405
https://doi.org/10.1016/j.ijpsycho.2011.12.001
https://doi.org/10.1016/j.ijpsycho.2011.12.001
https://doi.org/10.1016/j.ijpsycho.2011.12.001
https://doi.org/10.1016/j.ijpsycho.2011.12.001
https://doi.org/10.1016/j.ijpsycho.2011.12.001
https://doi.org/10.1016/j.ijpsycho.2011.12.001
https://doi.org/10.1037/h0040288
https://doi.org/10.1037/h0040288
https://doi.org/10.3758/s13428-021-01587-5
https://doi.org/10.3758/s13428-021-01587-5
https://doi.org/10.3389/neuro.01.023.2009
https://doi.org/10.3389/neuro.01.023.2009
https://doi.org/10.3389/neuro.01.023.2009
https://doi.org/10.3389/neuro.01.023.2009
https://doi.org/10.3389/neuro.01.023.2009
https://doi.org/10.1016/j.biopsych.2023.06.009
https://doi.org/10.1016/j.biopsych.2023.06.009
https://doi.org/10.1016/j.biopsych.2023.06.009
https://doi.org/10.1016/j.biopsych.2023.06.009
https://doi.org/10.1016/j.biopsych.2023.06.009
https://doi.org/10.1016/j.biopsych.2023.06.009
https://doi.org/10.1037/a0016054
https://doi.org/10.1037/a0016054
https://doi.org/10.1038/nrn1825
https://doi.org/10.1038/nrn1825

publishers.

and is not to be disseminated broadly.

ghted by the American Psychological Association or one of its allied

article is intended solely for the personal use of the individual user

This document is copyri

This

30 BOGDAN ET AL.

LaFlamme, E. M., Waguespack, H. F., Forcelli, P. A., & Malkova, L. (2021).
The parahippocampal cortex and its functional connection with the
hippocampus are critical for nonnavigational spatial memory in macaques.
Cerebral Cortex, 31(4), 2251-2267. https://doi.org/10.1093/cercor/bhaa358

Lang, P.J., Bradley, M. M., & Cuthbert, B. N. (1997). International affective
picture system (IAPS): Technical manual and affective ratings (pp. 39—
58). National Institute of Mental Health Center for the Study of Emotion
and Attention.

Lee, T.-H., Greening, S. G., Ueno, T., Clewett, D., Ponzio, A., Sakaki, M., &
Mather, M. (2018). Arousal increases neural gain via the locus coeruleus-
norepinephrine system in younger adults but not in older adults. Nature
Human Behaviour, 2(5), 356-366. https://doi.org/10.1038/s41562-018-
0344-1

Lindquist, K. A., Satpute, A. B., Wager, T. D., Weber, J., & Barrett, L. F.
(2016). The brain basis of positive and negative affect: Evidence from
a meta-analysis of the human neuroimaging literature. Cerebral Cortex,
26(5), 1910-1922. https://doi.org/10.1093/cercor/bhv001

Lindquist, M. A., & Wager, T. D. (2007). Validity and power in
hemodynamic response modeling: A comparison study and a new
approach. Human Brain Mapping, 28(8), 764-784. https://doi.org/10
.1002/hbm.20310

Liu, E. S., Koen, J. D., & Rugg, M. D. (2021). Effects of age on prestimulus
neural activity predictive of successful memory encoding: An fMRI study.
Cerebral Cortex, 31(2), 917-932. https://doi.org/10.1093/cercor/bhaa265

Lumley, T., Diehr, P., Emerson, S., & Chen, L. (2002). The importance of the
normality assumption in large public health data sets. Annual Review of
Public Health, 23(1), 151-169. https://doi.org/10.1146/annurev.publhea
1th.23.100901.140546

Madan, C. R., Fujiwara, E., Caplan, J. B., & Sommer, T. (2017). Emotional
arousal impairs association-memory: Roles of amygdala and hippocam-
pus. Neurolmage, 156, 14-28. https://doi.org/10.1016/j.neuroimage.2017
.04.065

Madan, C. R., Knight, A. G., Kensinger, E. A., & Mickley Steinmetz, K. R.
(2020). Affect enhances object-background associations: Evidence from
behaviour and mathematical modelling. Cognition and Emotion, 34(5),
960-969. https://doi.org/10.1080/02699931.2019.1710110

Madan, C. R, Scott, S. M. E., & Kensinger, E. A. (2019). Positive emotion
enhances association-memory. Emotion, 19(4), 733-740. https://doi.org/
10.1037/emo0000465

Madore, K. P., Gaesser, B., & Schacter, D. L. (2014). Constructive episodic
simulation: Dissociable effects of a specificity induction on remembering,
imagining, and describing in young and older adults. Journal of
Experimental Psychology: Learning, Memory, and Cognition, 40(3),
609-622. https://doi.org/10.1037/a0034885

Makowski, D., Sperduti, M., Nicolas, S., & Piolino, P. (2017). “Being there”
and remembering it: Presence improves memory encoding. Consciousness
and Cognition, 53, 194-202. https://doi.org/10.1016/j.concog.2017.06.015

Manns, J. R., Hopkins, R. O., Reed, J. M., Kitchener, E. G., & Squire, L. R.
(2003). Recognition memory and the human hippocampus. Neuron, 37(1),
171-180. https://doi.org/10.1016/S0896-6273(02)01147-9

Mao, W. B., An, S., & Yang, X. F. (2017). The effects of goal relevance and
perceptual features on emotional items and associative memory. Frontiers
in Psychology, 8, Article 1223. https://doi.org/10.3389/fpsyg.2017.01223

Marchewka, A., Zurawski, E., Jednorédg, K., & Grabowska, A. (2014). The
Nencki affective picture system (NAPS): Introduction to a novel,
standardized, wide-range, high-quality, realistic picture database.
Behavior Research Methods, 46(2), 596-610. https://doi.org/10.3758/
$13428-013-0379-1

Mather, M. (2007). Emotional arousal and memory binding: An object-based
framework. Perspectives on Psychological Science, 2(1), 33-52. https:/
doi.org/10.1111/§.1745-6916.2007.00028.x

Mather, M., & Sutherland, M. R. (2011). Arousal-biased competition in
perception and memory. Perspectives on Psychological Science, 6(2),
114-133. https://doi.org/10.1177/1745691611400234

Mayes, A., Montaldi, D., & Migo, E. (2007). Associative memory and the
medial temporal lobes. Trends in Cognitive Sciences, 11(3), 126-135.
https://doi.org/10.1016/j.tics.2006.12.003

McGaugh, J. L. (2000). Memory—A century of consolidation. Science,
287(5451), 248-251. https://doi.org/10.1126/science.287.5451.248

McGaugh, J. L. (2002). Memory consolidation and the amygdala: A systems
perspective. Trends in Neurosciences, 25(9), 456—461. https://doi.org/10
.1016/S0166-2236(02)02211-7

McGaugh, J. L. (2004). The amygdala modulates the consolidation of
memories of emotionally arousing experiences. Annual Review of
Neuroscience, 27(1), 1-28. https://doi.org/10.1146/annurev.neuro.27
.070203.144157

McGaugh, J. L., Cahill, L., & Roozendaal, B. (1996). Involvement of the
amygdala in memory storage: Interaction with other brain systems.
Proceedings of the National Academy of Sciences of the United States of
America, 93(24), 13508-13514. https://doi.org/10.1073/pnas.93.24.13508

Mendl, M. (1999). Performing under pressure: Stress and cognitive function.
Applied Animal Behaviour Science, 65(3), 221-244. https://doi.org/10
.1016/S0168-1591(99)00088-X

Meteyard, L., & Davies, R. A. (2020). Best practice guidance for linear
mixed-effects models in psychological science. Journal of Memory
and Language, 112, Article 104092. https://doi.org/10.1016/j.jm1.2020
.104092

Mickley, K. R., & Kensinger, E. A. (2008). Emotional valence influences the
neural correlates associated with remembering and knowing. Cognitive,
Affective & Behavioral Neuroscience, 8(2), 143—152. https://doi.org/10
.3758/CABN.8.2.143

Mickley Steinmetz, K. R., Knight, A. G., & Kensinger, E. A. (2016). Neutral
details associated with emotional events are encoded: Evidence from a
cued recall paradigm. Cognition and Emotion, 30(7), 1352—1360. https://
doi.org/10.1080/02699931.2015.1059317

Moore, M., Hu, Y., Woo, S., O’Hearn, D., lordan, A. D., Dolcos, S., &
Dolcos, F. (2014). A comprehensive protocol for manual segmentation of
the medial temporal lobe structures. Journal of Visualized Experiments,
89, Article e50991. https://doi.org/10.3791/50991

Morey, R. A., Dolcos, F., Petty, C. M., Cooper, D. A., Hayes, J. P., LaBar,
K. S., & McCarthy, G. (2009). The role of trauma-related distractors on
neural systems for working memory and emotion processing in
posttraumatic stress disorder. Journal of Psychiatric Research, 43(8),
809-817. https://doi.org/10.1016/j.jpsychires.2008.10.014

Moscovitch, M., Nadel, L., Winocur, G., Gilboa, A., & Rosenbaum, R. S.
(2006). The cognitive neuroscience of remote episodic, semantic and
spatial memory. Current Opinion in Neurobiology, 16(2), 179-190.
https://doi.org/10.1016/j.conb.2006.03.013

Murty, V. P, Ritchey, M., Adcock, R. A., & LaBar, K. S. (2011). Reprint of:
fMRI studies of successful emotional memory encoding: A quantitative
meta-analysis. Neuropsychologia, 49(4), 695-705. https://doi.org/10
.1016/j.neuropsychologia.2011.02.031

Ochsner, K. N. (2000). Are affective events richly recollected or simply
familiar? The experience and process of recognizing feelings past. Journal
of Experimental Psychology: General, 129(2), 242-261. https://doi.org/10
.1037/0096-3445.129.2.242

Ohman, A. (2005). The role of the amygdala in human fear: Automatic
detection of threat. Psychoneuroendocrinology, 30(10), 953-958. https://
doi.org/10.1016/j.psyneuen.2005.03.019

Ohman, A., Flykt, A., & Esteves, F. (2001). Emotion drives attention:
Detecting the snake in the grass. Journal of Experimental Psychology:
General, 130(3), 466—478. https://doi.org/10.1037/0096-3445.130.3.466

Ousdal, O. T., Andreassen, O. A., Server, A., & Jensen, J. (2014). Increased
amygdala and visual cortex activity and functional connectivity towards
stimulus novelty is associated with state anxiety. PLOS ONE, 9(4), Article
€96146. https://doi.org/10.1371/journal.pone.0096146

Oyarziin, J. P., & Packard, P. A. (2012). Stress-induced gist-based memory
processing: A possible explanation for overgeneralization of fear in


https://doi.org/10.1093/cercor/bhaa358
https://doi.org/10.1093/cercor/bhaa358
https://doi.org/10.1038/s41562-018-0344-1
https://doi.org/10.1038/s41562-018-0344-1
https://doi.org/10.1038/s41562-018-0344-1
https://doi.org/10.1093/cercor/bhv001
https://doi.org/10.1093/cercor/bhv001
https://doi.org/10.1002/hbm.20310
https://doi.org/10.1002/hbm.20310
https://doi.org/10.1002/hbm.20310
https://doi.org/10.1093/cercor/bhaa265
https://doi.org/10.1093/cercor/bhaa265
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1146/annurev.publhealth.23.100901.140546
https://doi.org/10.1016/j.neuroimage.2017.04.065
https://doi.org/10.1016/j.neuroimage.2017.04.065
https://doi.org/10.1016/j.neuroimage.2017.04.065
https://doi.org/10.1016/j.neuroimage.2017.04.065
https://doi.org/10.1016/j.neuroimage.2017.04.065
https://doi.org/10.1016/j.neuroimage.2017.04.065
https://doi.org/10.1080/02699931.2019.1710110
https://doi.org/10.1080/02699931.2019.1710110
https://doi.org/10.1080/02699931.2019.1710110
https://doi.org/10.1080/02699931.2019.1710110
https://doi.org/10.1037/emo0000465
https://doi.org/10.1037/emo0000465
https://doi.org/10.1037/emo0000465
https://doi.org/10.1037/a0034885
https://doi.org/10.1037/a0034885
https://doi.org/10.1016/j.concog.2017.06.015
https://doi.org/10.1016/j.concog.2017.06.015
https://doi.org/10.1016/j.concog.2017.06.015
https://doi.org/10.1016/j.concog.2017.06.015
https://doi.org/10.1016/j.concog.2017.06.015
https://doi.org/10.1016/j.concog.2017.06.015
https://doi.org/10.1016/S0896-6273(02)01147-9
https://doi.org/10.1016/S0896-6273(02)01147-9
https://doi.org/10.3389/fpsyg.2017.01223
https://doi.org/10.3389/fpsyg.2017.01223
https://doi.org/10.3389/fpsyg.2017.01223
https://doi.org/10.3389/fpsyg.2017.01223
https://doi.org/10.3758/s13428-013-0379-1
https://doi.org/10.3758/s13428-013-0379-1
https://doi.org/10.3758/s13428-013-0379-1
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.1745-6916.2007.00028.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.1745-6916.2007.00028.x
https://doi.org/10.1111/j.1745-6916.2007.00028.x
https://doi.org/10.1177/1745691611400234
https://doi.org/10.1177/1745691611400234
https://doi.org/10.1016/j.tics.2006.12.003
https://doi.org/10.1016/j.tics.2006.12.003
https://doi.org/10.1016/j.tics.2006.12.003
https://doi.org/10.1016/j.tics.2006.12.003
https://doi.org/10.1016/j.tics.2006.12.003
https://doi.org/10.1016/j.tics.2006.12.003
https://doi.org/10.1126/science.287.5451.248
https://doi.org/10.1126/science.287.5451.248
https://doi.org/10.1126/science.287.5451.248
https://doi.org/10.1126/science.287.5451.248
https://doi.org/10.1126/science.287.5451.248
https://doi.org/10.1016/S0166-2236(02)02211-7
https://doi.org/10.1016/S0166-2236(02)02211-7
https://doi.org/10.1146/annurev.neuro.27.070203.144157
https://doi.org/10.1146/annurev.neuro.27.070203.144157
https://doi.org/10.1146/annurev.neuro.27.070203.144157
https://doi.org/10.1146/annurev.neuro.27.070203.144157
https://doi.org/10.1146/annurev.neuro.27.070203.144157
https://doi.org/10.1146/annurev.neuro.27.070203.144157
https://doi.org/10.1073/pnas.93.24.13508
https://doi.org/10.1073/pnas.93.24.13508
https://doi.org/10.1073/pnas.93.24.13508
https://doi.org/10.1073/pnas.93.24.13508
https://doi.org/10.1073/pnas.93.24.13508
https://doi.org/10.1016/S0168-1591(99)00088-X
https://doi.org/10.1016/S0168-1591(99)00088-X
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.1016/j.jml.2020.104092
https://doi.org/10.3758/CABN.8.2.143
https://doi.org/10.3758/CABN.8.2.143
https://doi.org/10.3758/CABN.8.2.143
https://doi.org/10.3758/CABN.8.2.143
https://doi.org/10.3758/CABN.8.2.143
https://doi.org/10.1080/02699931.2015.1059317
https://doi.org/10.1080/02699931.2015.1059317
https://doi.org/10.1080/02699931.2015.1059317
https://doi.org/10.1080/02699931.2015.1059317
https://doi.org/10.1080/02699931.2015.1059317
https://doi.org/10.3791/50991
https://doi.org/10.3791/50991
https://doi.org/10.1016/j.jpsychires.2008.10.014
https://doi.org/10.1016/j.jpsychires.2008.10.014
https://doi.org/10.1016/j.jpsychires.2008.10.014
https://doi.org/10.1016/j.jpsychires.2008.10.014
https://doi.org/10.1016/j.jpsychires.2008.10.014
https://doi.org/10.1016/j.jpsychires.2008.10.014
https://doi.org/10.1016/j.conb.2006.03.013
https://doi.org/10.1016/j.conb.2006.03.013
https://doi.org/10.1016/j.conb.2006.03.013
https://doi.org/10.1016/j.conb.2006.03.013
https://doi.org/10.1016/j.conb.2006.03.013
https://doi.org/10.1016/j.conb.2006.03.013
https://doi.org/10.1016/j.neuropsychologia.2011.02.031
https://doi.org/10.1016/j.neuropsychologia.2011.02.031
https://doi.org/10.1016/j.neuropsychologia.2011.02.031
https://doi.org/10.1016/j.neuropsychologia.2011.02.031
https://doi.org/10.1016/j.neuropsychologia.2011.02.031
https://doi.org/10.1016/j.neuropsychologia.2011.02.031
https://doi.org/10.1037/0096-3445.129.2.242
https://doi.org/10.1037/0096-3445.129.2.242
https://doi.org/10.1037/0096-3445.129.2.242
https://doi.org/10.1037/0096-3445.129.2.242
https://doi.org/10.1037/0096-3445.129.2.242
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1016/j.psyneuen.2005.03.019
https://doi.org/10.1037/0096-3445.130.3.466
https://doi.org/10.1037/0096-3445.130.3.466
https://doi.org/10.1037/0096-3445.130.3.466
https://doi.org/10.1037/0096-3445.130.3.466
https://doi.org/10.1037/0096-3445.130.3.466
https://doi.org/10.1371/journal.pone.0096146
https://doi.org/10.1371/journal.pone.0096146
https://doi.org/10.1371/journal.pone.0096146
https://doi.org/10.1371/journal.pone.0096146

publishers.

and is not to be disseminated broadly.

ghted by the American Psychological Association or one of its allied

article is intended solely for the personal use of the individual user

This document is copyri

This

RECONCILING EMOTION’S EFFECTS ON RELATIONAL MEMORY 31

posttraumatic stress disorder. The Journal of Neuroscience, 32(29), 9771—
9772. https://doi.org/10.1523/INEUROSCL.2318-12.2012

Packard, M. G., Cahill, L., & McGaugh, J. L. (1994). Amygdala modulation
of hippocampal-dependent and caudate nucleus-dependent memory
processes. Proceedings of the National Academy of Sciences of the
United States of America, 91(18), 8477-8481. https://doi.org/10.1073/pna
s.91.18.8477

Paller, K. A., Kutas, M., & Mayes, A. R. (1987). Neural correlates of
encoding in an incidental learning paradigm. Electroencephalography and
Clinical Neurophysiology, 67(4), 360-371. https://doi.org/10.1016/0013-
4694(87)90124-6

Paller, K. A., & Wagner, A. D. (2002). Observing the transformation of
experience into memory. Trends in Cognitive Sciences, 6(2), 93-102.
https://doi.org/10.1016/S1364-6613(00)01845-3

Palombo, D. J., Te, A. A., Checknita, K. J., & Madan, C. R. (2021). Exploring
the facets of emotional episodic memory: Remembering “what,” “when,”
and “which.” Psychological Science, 32(7), 1104-1114. https://doi.org/10
.1177/0956797621991548

Papoutsaki, A., Sangkloy, P., Laskey, J., Daskalova, J., Huang, J., & Hays, J.
(2016). WebGazer: Scalable webcam eye tracking using user interactions
[Paper presentation]. IJCAI-16: International Joint Conference on Artificial
Intelligence, New York, NY, United States. https://par.nsf.gov/biblio/
10024076

Pedersen, W. S., Muftuler, L. T., & Larson, C. L. (2018). Conservatism and
the neural circuitry of threat: Economic conservatism predicts greater
amygdala-BNST connectivity during periods of threat vs safety. Social
Cognitive and Affective Neuroscience, 13(1), 43-51. https://doi.org/10
.1093/scan/nsx 133

Pereira, D. R., Sampaio, A., & Pinheiro, A. P. (2021a). Interactions of
emotion and self-reference in source memory: An ERP study. Cognitive,
Affective & Behavioral Neuroscience, 21(1), 172—190. https://doi.org/10
.3758/513415-020-00858-6

Pereira, D. R., Sampaio, A., & Pinheiro, A. P. (2021b). Is internal source
memory recognition modulated by emotional encoding contexts? Psycho-
logical Research, 85(3), 958-979. https://doi.org/10.1007/s00426-020-
01294-4

Perfect, T. J., Mayes, A. R., Downes, J. J., & Van Eijk, R. (1996). Does
context discriminate recollection from familiarity in recognition memory?
The Quarterly Journal of Experimental Psychology Section A, 49(3), 797—
813. https://doi.org/10.1080/713755644

Pessoa, L. (2005). To what extent are emotional visual stimuli processed
without attention and awareness? Current Opinion in Neurobiology,
15(2), 188-196. https://doi.org/10.1016/j.conb.2005.03.002

Pessoa, L., & Adolphs, R. (2010). Emotion processing and the amygdala:
From a ‘low road’ to ‘many roads’ of evaluating biological significance.
Nature Reviews Neuroscience, 11(11), 773-782. https://doi.org/10.1038/
nrn2920

Petrucci, A. S., & Palombo, D.J. (2021). A matter of time: How does emotion
influence temporal aspects of remembering? Cognition and Emotion, 35(8),
1499-1515. https://doi.org/10.1080/02699931.2021.1976733

Phelps, E. A., LaBar, K. S., & Spencer, D. D. (1997). Memory for emotional
words following unilateral temporal lobectomy. Brain and Cognition,
35(1), 85-109. https://doi.org/10.1006/brcg.1997.0929

Phelps, E. A., & LeDoux, J. E. (2005). Contributions of the amygdala to
emotion processing: From animal models to human behavior. Neuron,
48(2), 175-187. https://doi.org/10.1016/j.neuron.2005.09.025

Phelps, E. A., & Sharot, T. (2008). How (and why) emotion enhances the
subjective sense of recollection. Current Directions in Psychological
Science, 17(2), 147-152. https://doi.org/10.1111/j.1467-8721.2008.00565.x

Pierce, B. H., & Kensinger, E. A. (2011). Effects of emotion on associative
recognition: Valence and retention interval matter. Emotion, 11(1), 139—
144. https://doi.org/10.1037/a0021287

Pourtois, G., & Vuilleumier, P. (2006). Dynamics of emotional effects on
spatial attention in the human visual cortex. Progress in Brain Research,
156, 67-91. https://doi.org/10.1016/S0079-6123(06)56004-2

Proust, M. (1913). In search of lost time volume I Swann’s way. Modern
Library.

R Core Team. (2013). R: A language and environment for statistical
computing. R Foundation for Statistical Computing.

Ranganath, C., Yonelinas, A. P., Cohen, M. X., Dy, C. J., Tom, S. M., &
D’Esposito, M. (2003). Dissociable correlates of recollection and familiarity
within the medial temporal lobes. Neuropsychologia, 42(1), 2—13. https:/
doi.org/10.1016/j.neuropsychologia.2003.07.006

Renoult, L., Irish, M., Moscovitch, M., & Rugg, M. D. (2019). From
knowing to remembering: The semantic—episodic distinction. Trends
in Cognitive Sciences, 23(12), 1041-1057. https://doi.org/10.1016/j.tics
.2019.09.008

Riggs, L., McQuiggan, D. A., Farb, N., Anderson, A. K., & Ryan, J. D. (2011).
The role of overt attention in emotion-modulated memory. Emotion, 11(4),
776-785. https://doi.org/10.1037/a0022591

Rimmele, U., Davachi, L., Petrov, R., Dougal, S., & Phelps, E. A. (2011).
Emotion enhances the subjective feeling of remembering, despite lower
accuracy for contextual details. Emotion, 11(3), 553-562. https://doi.org/
10.1037/a0024246

Rissman, J., Gazzaley, A., & D’Esposito, M. (2004). Measuring functional
connectivity during distinct stages of a cognitive task. Neurolmage, 23(2),
752-763. https://doi.org/10.1016/j.neuroimage.2004.06.035

Ritchey, M., Dolcos, F., & Cabeza, R. (2008). Role of amygdala connectivity
in the persistence of emotional memories over time: An event-related
FMRI investigation. Cerebral Cortex, 18(11), 2494-2504. https://doi.org/
10.1093/cercor/bhm262

Roozendaal, B., & McGaugh, J. L. (1997). Basolateral amygdala lesions
block the memory-enhancing effect of glucocorticoid administration in
the dorsal hippocampus of rats. European Journal of Neuroscience, 9(1),
76-83. https://doi.org/10.1111/1.1460-9568.1997.tb01355.x

Roozendaal, B., & McGaugh, J. L. (2011). Memory modulation. Behavioral
Neuroscience, 125(6), 797-824. https://doi.org/10.1037/a0026187

Sadeh, T., Moran, R., Stern, Y., & Goshen-Gottstein, Y. (2018). A remember/
know examination of free-recall reveals dissociative roles of item-and
context-information over time. Scientific Reports, 8(1), Article 13493.
https://doi.org/10.1038/s41598-018-31401-w

Sato, W., Kochiyama, T., Uono, S., Matsuda, K., Usui, K., Usui, N., Inoue,
Y., & Toichi, M. (2017). Bidirectional electric communication between the
inferior occipital gyrus and the amygdala during face processing. Human
Brain Mapping, 38(9), 4511-4524. https://doi.org/10.1002/hbm.23678

Schacter, D. L., Benoit, R. G., & Szpunar, K. K. (2017). Episodic future
thinking: Mechanisms and functions. Current Opinion in Behavioral
Sciences, 17, 41-50. https://doi.org/10.1016/j.cobeha.2017.06.002

Scheinost, D., Noble, S., Horien, C., Greene, A. S., Lake, E. M., Salehi, M.,
Gao, S., Shen, X., O’Connor, D., Barron, D. S., Yip, S. W., Rosenberg,
M. D., & Constable, R. T. (2019). Ten simple rules for predictive modeling
of individual differences in neuroimaging. Neurolmage, 193, 35-45.
https://doi.org/10.1016/j.neuroimage.2019.02.057

Schneegans, T., Bachman, M. D., Huettel, S. A., & Heekeren, H. (2021).
Exploring the potential of online webcam-based eye tracking in decision-
making research and influence factors on data quality. https://doi.org/10
.31234/osf.io/lzm3us

Schiimann, D., & Sommer, T. (2018). Dissociable contributions of the
amygdala to the immediate and delayed effects of emotional arousal on
memory. Learning & Memory, 25(6), 283-293. https://doi.org/10.1101/
Im.047282.117

Seeley, W. W. (2019). The salience network: A neural system for perceiving
and responding to homeostatic demands. The Journal of Neuroscience,
39(50), 9878-9882. https://doi.org/10.1523/INEUROSCI.1138-17.2019


https://doi.org/10.1523/JNEUROSCI.2318-12.2012
https://doi.org/10.1523/JNEUROSCI.2318-12.2012
https://doi.org/10.1523/JNEUROSCI.2318-12.2012
https://doi.org/10.1523/JNEUROSCI.2318-12.2012
https://doi.org/10.1073/pnas.91.18.8477
https://doi.org/10.1073/pnas.91.18.8477
https://doi.org/10.1073/pnas.91.18.8477
https://doi.org/10.1073/pnas.91.18.8477
https://doi.org/10.1073/pnas.91.18.8477
https://doi.org/10.1073/pnas.91.18.8477
https://doi.org/10.1016/0013-4694(87)90124-6
https://doi.org/10.1016/0013-4694(87)90124-6
https://doi.org/10.1016/0013-4694(87)90124-6
https://doi.org/10.1016/S1364-6613(00)01845-3
https://doi.org/10.1016/S1364-6613(00)01845-3
https://doi.org/10.1177/0956797621991548
https://doi.org/10.1177/0956797621991548
https://par.nsf.gov/biblio/10024076
https://par.nsf.gov/biblio/10024076
https://par.nsf.gov/biblio/10024076
https://par.nsf.gov/biblio/10024076
https://doi.org/10.1093/scan/nsx133
https://doi.org/10.1093/scan/nsx133
https://doi.org/10.3758/s13415-020-00858-6
https://doi.org/10.3758/s13415-020-00858-6
https://doi.org/10.1007/s00426-020-01294-4
https://doi.org/10.1007/s00426-020-01294-4
https://doi.org/10.1007/s00426-020-01294-4
https://doi.org/10.1080/713755644
https://doi.org/10.1080/713755644
https://doi.org/10.1016/j.conb.2005.03.002
https://doi.org/10.1016/j.conb.2005.03.002
https://doi.org/10.1016/j.conb.2005.03.002
https://doi.org/10.1016/j.conb.2005.03.002
https://doi.org/10.1016/j.conb.2005.03.002
https://doi.org/10.1016/j.conb.2005.03.002
https://doi.org/10.1038/nrn2920
https://doi.org/10.1038/nrn2920
https://doi.org/10.1038/nrn2920
https://doi.org/10.1080/02699931.2021.1976733
https://doi.org/10.1080/02699931.2021.1976733
https://doi.org/10.1080/02699931.2021.1976733
https://doi.org/10.1080/02699931.2021.1976733
https://doi.org/10.1006/brcg.1997.0929
https://doi.org/10.1006/brcg.1997.0929
https://doi.org/10.1006/brcg.1997.0929
https://doi.org/10.1006/brcg.1997.0929
https://doi.org/10.1016/j.neuron.2005.09.025
https://doi.org/10.1016/j.neuron.2005.09.025
https://doi.org/10.1016/j.neuron.2005.09.025
https://doi.org/10.1016/j.neuron.2005.09.025
https://doi.org/10.1016/j.neuron.2005.09.025
https://doi.org/10.1016/j.neuron.2005.09.025
https://doi.org/10.1111/j.1467-8721.2008.00565.x
https://doi.org/10.1111/j.1467-8721.2008.00565.x
https://doi.org/10.1111/j.1467-8721.2008.00565.x
https://doi.org/10.1111/j.1467-8721.2008.00565.x
https://doi.org/10.1111/j.1467-8721.2008.00565.x
https://doi.org/10.1111/j.1467-8721.2008.00565.x
https://doi.org/10.1037/a0021287
https://doi.org/10.1037/a0021287
https://doi.org/10.1016/S0079-6123(06)56004-2
https://doi.org/10.1016/S0079-6123(06)56004-2
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.neuropsychologia.2003.07.006
https://doi.org/10.1016/j.tics.2019.09.008
https://doi.org/10.1016/j.tics.2019.09.008
https://doi.org/10.1016/j.tics.2019.09.008
https://doi.org/10.1016/j.tics.2019.09.008
https://doi.org/10.1016/j.tics.2019.09.008
https://doi.org/10.1016/j.tics.2019.09.008
https://doi.org/10.1037/a0022591
https://doi.org/10.1037/a0022591
https://doi.org/10.1037/a0024246
https://doi.org/10.1037/a0024246
https://doi.org/10.1037/a0024246
https://doi.org/10.1016/j.neuroimage.2004.06.035
https://doi.org/10.1016/j.neuroimage.2004.06.035
https://doi.org/10.1016/j.neuroimage.2004.06.035
https://doi.org/10.1016/j.neuroimage.2004.06.035
https://doi.org/10.1016/j.neuroimage.2004.06.035
https://doi.org/10.1016/j.neuroimage.2004.06.035
https://doi.org/10.1093/cercor/bhm262
https://doi.org/10.1093/cercor/bhm262
https://doi.org/10.1093/cercor/bhm262
https://doi.org/10.1111/j.1460-9568.1997.tb01355.x
https://doi.org/10.1111/j.1460-9568.1997.tb01355.x
https://doi.org/10.1111/j.1460-9568.1997.tb01355.x
https://doi.org/10.1111/j.1460-9568.1997.tb01355.x
https://doi.org/10.1111/j.1460-9568.1997.tb01355.x
https://doi.org/10.1111/j.1460-9568.1997.tb01355.x
https://doi.org/10.1037/a0026187
https://doi.org/10.1037/a0026187
https://doi.org/10.1038/s41598-018-31401-w
https://doi.org/10.1038/s41598-018-31401-w
https://doi.org/10.1002/hbm.23678
https://doi.org/10.1002/hbm.23678
https://doi.org/10.1002/hbm.23678
https://doi.org/10.1016/j.cobeha.2017.06.002
https://doi.org/10.1016/j.cobeha.2017.06.002
https://doi.org/10.1016/j.cobeha.2017.06.002
https://doi.org/10.1016/j.cobeha.2017.06.002
https://doi.org/10.1016/j.cobeha.2017.06.002
https://doi.org/10.1016/j.cobeha.2017.06.002
https://doi.org/10.1016/j.neuroimage.2019.02.057
https://doi.org/10.1016/j.neuroimage.2019.02.057
https://doi.org/10.1016/j.neuroimage.2019.02.057
https://doi.org/10.1016/j.neuroimage.2019.02.057
https://doi.org/10.1016/j.neuroimage.2019.02.057
https://doi.org/10.1016/j.neuroimage.2019.02.057
https://doi.org/10.31234/osf.io/zm3us
https://doi.org/10.31234/osf.io/zm3us
https://doi.org/10.31234/osf.io/zm3us
https://doi.org/10.1101/lm.047282.117
https://doi.org/10.1101/lm.047282.117
https://doi.org/10.1101/lm.047282.117
https://doi.org/10.1101/lm.047282.117
https://doi.org/10.1101/lm.047282.117
https://doi.org/10.1523/JNEUROSCI.1138-17.2019
https://doi.org/10.1523/JNEUROSCI.1138-17.2019
https://doi.org/10.1523/JNEUROSCI.1138-17.2019
https://doi.org/10.1523/JNEUROSCI.1138-17.2019

publishers.

and is not to be disseminated broadly.

ghted by the American Psychological Association or one of its allied

article is intended solely for the personal use of the individual user

This document is copyri

This

32 BOGDAN ET AL.

Selig, J. P., & Preacher, K. J. (2008). Monte Carlo method for assessing
mediation: An interactive tool for creating confidence intervals for
indirect effects [Computer software]. https://www.quantpsy.org/medmc/
medmc.htm

Semmelmann, K., & Weigelt, S. (2018). Online webcam-based eye tracking
in cognitive science: A first look. Behavior Research Methods, 50(2), 451—
465. https://doi.org/10.3758/s13428-017-0913-7

Shafer, A. T., & Dolcos, F. (2012). Neural correlates of opposing effects of
emotional distraction on perception and episodic memory: An event-
related FMRI investigation. Frontiers in Integrative Neuroscience, 6,
Article 70. https://doi.org/10.3389/fnint.2012.00070

Shafer, A. T., Matveychuk, D., Penney, T., O’'Hare, A. J., Stokes, J., &
Dolcos, F. (2012). Processing of emotional distraction is both automatic
and modulated by attention: Evidence from an event-related fMRI
investigation. Journal of Cognitive Neuroscience, 24(5), 1233-1252.
https://doi.org/10.1162/jocn_a_00206

Sharot, T., Delgado, M. R., & Phelps, E. A. (2004). How emotion enhances
the feeling of remembering. Nature Neuroscience, 7(12), 1376-1380.
https://doi.org/10.1038/nn1353

Shih, S.-I, Meadmore, K. L., & Liversedge, S. P. (2012). Aging, eye
movements, and object-location memory. PLOS ONE, 7(3), Article €33485.
https://doi.org/10.1371/journal.pone.0033485

Shor, R., Borowski, S., Zelkowitz, R. L., Pineles, S. L., Copeland, L. A.,
Finley, E. P., Perkins, D. F., & Vogt, D. (2022). The transition to civilian
life: Impact of comorbid PTSD, chronic pain, and sleep disturbance on
veterans’ social functioning and suicidal ideation. Psychological Trauma:
Theory, Research, Practice, and Policy, 15(8), 1315-1323. https://doi.org/
10.1037/tra0001271

Slotnick, S. D. (2017a). Cluster success: fMRI inferences for spatial extent
have acceptable false-positive rates. Cognitive Neuroscience, 8(3), 150—
155. https://doi.org/10.1080/17588928.2017.1319350

Slotnick, S. D. (2017b). Resting-state fMRI data reflects default network
activity rather than null data: A defense of commonly employed methods
to correct for multiple comparisons. Cognitive Neuroscience, 8(3), 141—
143. https://doi.org/10.1080/17588928.2016.1273892

Smith, A. P., Dolan, R. J., & Rugg, M. D. (2004). Event-related potential
correlates of the retrieval of emotional and nonemotional context. Journal
of Cognitive Neuroscience, 16(5), 760-775. https://doi.org/10.1162/089
892904970816

Smith, A. P., Henson, R. N., Rugg, M. D., & Dolan, R. J. (2005).
Modulation of retrieval processing reflects accuracy of emotional source
memory. Learning & Memory, 12(5), 472—479. https://doi.org/10.1101/
1m.84305

Stefanacci, L., Suzuki, W. A., & Amaral, D. G. (1996). Organization of
connections between the amygdaloid complex and the perirhinal and
parahippocampal cortices in macaque monkeys. The Journal of
Comparative Neurology, 375(4), 552-582. https://doi.org/10.1002/
(SICI)1096-9861(19961125)375:4<552::AID-CNE2>3.0.CO;2-0

Steinmetz, K. R., & Kensinger, E. A. (2013). The emotion-induced memory
trade-off: More than an effect of overt attention? Memory & Cognition,
41(1), 69-81. https://doi.org/10.3758/s13421-012-0247-8

Stramaccia, D. F., Meyer, A.-K., Rischer, K. M., Fawcett, J. M., & Benoit,
R. G. (2021). Memory suppression and its deficiency in psychological
disorders: A focused meta-analysis. Journal of Experimental Psychology:
General, 150(5), 828-850. https://doi.org/10.1037/xge000097 1

Sutherland, K., & Bryant, R. A. (2007). Rumination and overgeneral
autobiographical memory. Behaviour Research and Therapy, 45(10),
2407-2416. https://doi.org/10.1016/j.brat.2007.03.018

Suzuki, Y., Jeong, H., Cui, H., Okamoto, K., Kawashima, R., & Sugiura, M.
(2023). An fMRI validation study of the word-monitoring task as a measure
of implicit knowledge: Exploring the role of explicit and implicit aptitudes
in behavioral and neural processing. Studies in Second Language
Acquisition, 45(1), 109-136. https://doi.org/10.1017/S0272263122000043

Sydnor, V. J., Cieslak, M., Duprat, R., Deluisi, J., Flounders, M. W., Long,
H., Scully, M., Balderston, N. L., Sheline, Y. I, Bassett, D. S.,
Satterthwaite, T. D., & Oathes, D. J. (2022). Cortical-subcortical structural
connections support transcranial magnetic stimulation engagement of the
amygdala. Science Advances, 8(25), Article eabn5803. https://doi.org/10
.1126/sciadv.abn5803

Sylvester, C. M., Smyser, C. D., Smyser, T., Kenley, J., Ackerman, J. J., Jr.,
Shimony, J. S., Petersen, S. E., & Rogers, C. E. (2018). Cortical functional
connectivity evident after birth and behavioral inhibition at age 2. The
American Journal of Psychiatry, 175(2), 180-187. https://doi.org/10
.1176/appi.ajp.2017.17010018

Symeonidou, N., & Kuhlmann, B. G. (2022). Better memory for emotional
sources? A systematic evaluation of source valence and arousal in source
memory. Cognition and Emotion, 36(2), 300-316. https://doi.org/10.1080/
02699931.2021.2008323

Talmi, D., Schimmack, U., Paterson, T., & Moscovitch, M. (2007). The role
of attention and relatedness in emotionally enhanced memory. Emotion,
7(1), 89-102. https://doi.org/10.1037/1528-3542.7.1.89

Thakral, P. P., Bottary, R., & Kensinger, E. A. (2022). Representing the
Good and Bad: fMRI signatures during the encoding of multisensory
positive, negative, and neutral events. Cortex, 151, 240-258. https:/
doi.org/10.1016/j.cortex.2022.02.014

Thakral, P. P., Madore, K. P., Addis, D. R., & Schacter, D. L. (2020).
Reinstatement of event details during episodic simulation in the
hippocampus. Cerebral Cortex, 30(4), 2321-2337. https://doi.org/10
.1093/cercor/bhz242

Touryan, S. R., Marian, D. E., & Shimamura, A. P. (2007). Effect of
negative emotional pictures on associative memory for peripheral
information. Memory, 15(2), 154-166. https://doi.org/10.1080/096582
10601151310

Tu, H.-W., & Diana, R. A. (2021). The interaction of relational encoding
and unitization: Effects on medial temporal lobe processing during
retrieval. Behavioural Brain Research, 396, Article 112878. https:/
doi.org/10.1016/j.bbr.2020.112878

Tullo, M. G., Almgren, H., Van de Steen, F., Boccia, M., Bencivenga, F.,
& Galati, G. (2023). Preferential signal pathways during the perception
and imagery of familiar scenes: An effective connectivity study.
Human Brain Mapping, 44(10), 3954-3971. https://doi.org/10.1002/
hbm.26313

Tulving, E. (1985). Memory and consciousness. Canadian Psychology/
Psychologie Canadienne, 26(1), 1-12. https://doi.org/10.1037/h0080017

Turk-Browne, N. B., Golomb, J. D., & Chun, M. M. (2013). Complementary
attentional components of successful memory encoding. Neurolmage, 66,
553-562. https://doi.org/10.1016/j.neuroimage.2012.10.053

Ventura-Bort, C., Dolcos, F., Wendt, J., Wirkner, J., Hamm, A. O., &
Weymar, M. (2020). Item and source memory for emotional associates is
mediated by different retrieval processes. Neuropsychologia, 145, Article
106606. https://doi.org/10.1016/j.neuropsychologia.2017.12.015

Ventura-Bort, C., Low, A., Wendt, J., Molté, J., Poy, R., Dolcos, F., Hamm,
A. O., & Weymar, M. (2016). Binding neutral information to emotional
contexts: Brain dynamics of long-term recognition memory. Cognitive,
Affective & Behavioral Neuroscience, 16(2), 234-247. https://doi.org/10
.3758/s13415-015-0385-0

Ventura-Bort, C., Wendt, J., Wirkner, J., Kénig, J., Lotze, M., Hamm, A. O.,
Dolcos, F., & Weymar, M. (2020). Neural substrates of long-term item
and source memory for emotional associates: An fMRI study. Neuro-
psychologia, 147, Article 107561. https://doi.org/10.1016/j.neuropsycho
logia.2020.107561

Ventura-Bort, C., Wirkner, J., Wendt, J., Hamm, A. O., & Weymar, M.
(2021). Establishment of emotional memories is mediated by vagal
nerve activation: Evidence from noninvasive taVNS. The Journal of
Neuroscience, 41(36), 7636-7648. https://doi.org/10.1523/INEUROSCI
.2329-20.2021


https://www.quantpsy.org/medmc/medmc.htm
https://www.quantpsy.org/medmc/medmc.htm
https://www.quantpsy.org/medmc/medmc.htm
https://www.quantpsy.org/medmc/medmc.htm
https://www.quantpsy.org/medmc/medmc.htm
https://doi.org/10.3758/s13428-017-0913-7
https://doi.org/10.3758/s13428-017-0913-7
https://doi.org/10.3389/fnint.2012.00070
https://doi.org/10.3389/fnint.2012.00070
https://doi.org/10.3389/fnint.2012.00070
https://doi.org/10.3389/fnint.2012.00070
https://doi.org/10.1162/jocn_a_00206
https://doi.org/10.1162/jocn_a_00206
https://doi.org/10.1038/nn1353
https://doi.org/10.1038/nn1353
https://doi.org/10.1371/journal.pone.0033485
https://doi.org/10.1371/journal.pone.0033485
https://doi.org/10.1371/journal.pone.0033485
https://doi.org/10.1371/journal.pone.0033485
https://doi.org/10.1037/tra0001271
https://doi.org/10.1037/tra0001271
https://doi.org/10.1037/tra0001271
https://doi.org/10.1080/17588928.2017.1319350
https://doi.org/10.1080/17588928.2017.1319350
https://doi.org/10.1080/17588928.2017.1319350
https://doi.org/10.1080/17588928.2017.1319350
https://doi.org/10.1080/17588928.2016.1273892
https://doi.org/10.1080/17588928.2016.1273892
https://doi.org/10.1080/17588928.2016.1273892
https://doi.org/10.1080/17588928.2016.1273892
https://doi.org/10.1162/089892904970816
https://doi.org/10.1162/089892904970816
https://doi.org/10.1162/089892904970816
https://doi.org/10.1101/lm.84305
https://doi.org/10.1101/lm.84305
https://doi.org/10.1101/lm.84305
https://doi.org/10.1101/lm.84305
https://doi.org/10.1002/(SICI)1096-9861(19961125)375:4%3C552::AID-CNE2%3E3.0.CO;2-0
https://doi.org/10.1002/(SICI)1096-9861(19961125)375:4%3C552::AID-CNE2%3E3.0.CO;2-0
https://doi.org/10.1002/(SICI)1096-9861(19961125)375:4%3C552::AID-CNE2%3E3.0.CO;2-0
https://doi.org/10.1002/(SICI)1096-9861(19961125)375:4%3C552::AID-CNE2%3E3.0.CO;2-0
https://doi.org/10.1002/(SICI)1096-9861(19961125)375:4%3C552::AID-CNE2%3E3.0.CO;2-0
https://doi.org/10.3758/s13421-012-0247-8
https://doi.org/10.3758/s13421-012-0247-8
https://doi.org/10.1037/xge0000971
https://doi.org/10.1037/xge0000971
https://doi.org/10.1016/j.brat.2007.03.018
https://doi.org/10.1016/j.brat.2007.03.018
https://doi.org/10.1016/j.brat.2007.03.018
https://doi.org/10.1016/j.brat.2007.03.018
https://doi.org/10.1016/j.brat.2007.03.018
https://doi.org/10.1016/j.brat.2007.03.018
https://doi.org/10.1017/S0272263122000043
https://doi.org/10.1017/S0272263122000043
https://doi.org/10.1126/sciadv.abn5803
https://doi.org/10.1126/sciadv.abn5803
https://doi.org/10.1126/sciadv.abn5803
https://doi.org/10.1176/appi.ajp.2017.17010018
https://doi.org/10.1176/appi.ajp.2017.17010018
https://doi.org/10.1176/appi.ajp.2017.17010018
https://doi.org/10.1176/appi.ajp.2017.17010018
https://doi.org/10.1176/appi.ajp.2017.17010018
https://doi.org/10.1080/02699931.2021.2008323
https://doi.org/10.1080/02699931.2021.2008323
https://doi.org/10.1080/02699931.2021.2008323
https://doi.org/10.1080/02699931.2021.2008323
https://doi.org/10.1080/02699931.2021.2008323
https://doi.org/10.1037/1528-3542.7.1.89
https://doi.org/10.1037/1528-3542.7.1.89
https://doi.org/10.1037/1528-3542.7.1.89
https://doi.org/10.1037/1528-3542.7.1.89
https://doi.org/10.1037/1528-3542.7.1.89
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1016/j.cortex.2022.02.014
https://doi.org/10.1093/cercor/bhz242
https://doi.org/10.1093/cercor/bhz242
https://doi.org/10.1080/09658210601151310
https://doi.org/10.1080/09658210601151310
https://doi.org/10.1080/09658210601151310
https://doi.org/10.1016/j.bbr.2020.112878
https://doi.org/10.1016/j.bbr.2020.112878
https://doi.org/10.1016/j.bbr.2020.112878
https://doi.org/10.1016/j.bbr.2020.112878
https://doi.org/10.1016/j.bbr.2020.112878
https://doi.org/10.1016/j.bbr.2020.112878
https://doi.org/10.1002/hbm.26313
https://doi.org/10.1002/hbm.26313
https://doi.org/10.1002/hbm.26313
https://doi.org/10.1002/hbm.26313
https://doi.org/10.1037/h0080017
https://doi.org/10.1037/h0080017
https://doi.org/10.1016/j.neuroimage.2012.10.053
https://doi.org/10.1016/j.neuroimage.2012.10.053
https://doi.org/10.1016/j.neuroimage.2012.10.053
https://doi.org/10.1016/j.neuroimage.2012.10.053
https://doi.org/10.1016/j.neuroimage.2012.10.053
https://doi.org/10.1016/j.neuroimage.2012.10.053
https://doi.org/10.1016/j.neuropsychologia.2017.12.015
https://doi.org/10.1016/j.neuropsychologia.2017.12.015
https://doi.org/10.1016/j.neuropsychologia.2017.12.015
https://doi.org/10.1016/j.neuropsychologia.2017.12.015
https://doi.org/10.1016/j.neuropsychologia.2017.12.015
https://doi.org/10.1016/j.neuropsychologia.2017.12.015
https://doi.org/10.3758/s13415-015-0385-0
https://doi.org/10.3758/s13415-015-0385-0
https://doi.org/10.1016/j.neuropsychologia.2020.107561
https://doi.org/10.1016/j.neuropsychologia.2020.107561
https://doi.org/10.1016/j.neuropsychologia.2020.107561
https://doi.org/10.1016/j.neuropsychologia.2020.107561
https://doi.org/10.1016/j.neuropsychologia.2020.107561
https://doi.org/10.1016/j.neuropsychologia.2020.107561
https://doi.org/10.1523/JNEUROSCI.2329-20.2021
https://doi.org/10.1523/JNEUROSCI.2329-20.2021
https://doi.org/10.1523/JNEUROSCI.2329-20.2021
https://doi.org/10.1523/JNEUROSCI.2329-20.2021

publishers.

yrighted by the American Psychological Association or one of its allied

This document is cop
This article is intended solely for the personal use of the individual user

and is not to be disseminated broadly.

RECONCILING EMOTION’S EFFECTS ON RELATIONAL MEMORY 33

Voss, J. L., Bridge, D. J., Cohen, N. J., & Walker, J. A. (2017). A closer look
at the hippocampus and memory. Trends in Cognitive Sciences, 21(8),
577-588. https://doi.org/10.1016/j.tics.2017.05.008

Vuilleumier, P. (2005). How brains beware: Neural mechanisms of emotional
attention. Trends in Cognitive Sciences, 9(12), 585-594. https://doi.org/10
.1016/j.tics.2005.10.011

Vuilleumier, P., Armony, J. L., Driver, J., & Dolan, R. J. (2001). Effects of
attention and emotion on face processing in the human brain: An event-
related fMRI study. Neuron, 30(3), 829-841. https://doi.org/10.1016/
S0896-6273(01)00328-2

Wais, P. E., Squire, L. R., & Wixted, J. T. (2010). In search of recollection
and familiarity signals in the hippocampus. Journal of Cognitive
Neuroscience, 22(1), 109-123. https://doi.org/10.1162/jocn.2009.21190

Waugh, C. E., Hamilton, J. P., & Gotlib, I. H. (2010). The neural temporal
dynamics of the intensity of emotional experience. Neurolmage, 49(2),
1699-1707. https://doi.org/10.1016/j.neuroimage.2009.10.006

Waugh, C. E., Lemus, M. G., & Gotlib, I. H. (2014). The role of the medial
frontal cortex in the maintenance of emotional states. Social Cognitive and
Affective Neuroscience, 9(12), 2001-2009. https://doi.org/10.1093/scan/
nsu011

Waugh, C. E., Zarolia, P., Mauss, I. B., Lumian, D. S., Ford, B. Q., Davis,
T. S., Ciesielski, B. G., Sams, K. V., & McRae, K. (2016). Emotion
regulation changes the duration of the BOLD response to emotional
stimuli. Social Cognitive and Affective Neuroscience, 11(10), 1550-1559.
https://doi.org/10.1093/scan/nsw067

Weaverdyck, M. E., Lieberman, M. D., & Parkinson, C. (2020). Tools
of the Trade Multivoxel pattern analysis in fMRI: A practical
introduction for social and affective neuroscientists. Social Cognitive
and Affective Neuroscience, 15(4), 487-509. https://doi.org/10.1093/sca
n/nsaa057

Wessa, M., Kanske, P., Neumeister, P., Bode, K., Heissler, J., & Schonfelder,
S. (2010). EmoPicS: Subjective and psychophysiological evaluation of new
imagery for clinical biopsychological research. Zeitschrift fiir Klinische
Psychologie und Psychotherapie, 39(Suppl. 1), S11-S77.

Worthen, M., & Ahern, J. (2014). The causes, course, and consequences
of anger problems in veterans returning to civilian life. Journal of Loss

and Trauma, 19(4), 355-363. https://doi.org/10.1080/15325024.2013
788945

Yang, X., & Krajbich, I. (2021). Webcam-based online eye-tracking for
behavioral research. Judgment and Decision Making, 16(6), 1485-1505.
https://doi.org/10.1017/S1930297500008512

Yonelinas, A. P. (1994). Receiver-operating characteristics in recognition
memory: Evidence for a dual-process model. Journal of Experimental
Psychology: Learning, Memory, and Cognition, 20(6), 1341-1354. https:/
doi.org/10.1037/0278-7393.20.6.1341

Yonelinas, A. P. (2001). Components of episodic memory: The contribution
of recollection and familiarity. Philosophical Transactions of the Royal
Society B, 356(1413), 1363—1374. https://doi.org/10.1098/rstb.2001.0939

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., Ranganath, C., Ekstrom, A. D., & Wiltgen, B. J. (2019). A
contextual binding theory of episodic memory: Systems consolidation
reconsidered. Nature Reviews Neuroscience, 20(6), 364-375. https:/
doi.org/10.1038/s41583-019-0150-4

Yonelinas, A. P., & Ritchey, M. (2015). The slow forgetting of emotional
episodic memories: An emotional binding account. Trends in Cognitive
Sciences, 19(5), 259-267. https://doi.org/10.1016/j.tics.2015.02.009

Zheng, L., Gao, Z., Xiao, X., Ye, Z., Chen, C., & Xue, G. (2018). Reduced
fidelity of neural representation underlies episodic memory decline in
normal aging. Cerebral Cortex, 28(7), 2283-2296. https://doi.org/10.1093/
cercor/bhx 130

Zimmerman, C. A., & Kelley, C. M. (2010). “T’ll remember this!” Effects of
emotionality on memory predictions versus memory performance. Journal
of Memory and Language, 62(3), 240-253. https://doi.org/10.1016/j.jml
.2009.11.004

Received March 17, 2023
Revision received May 18, 2024
Accepted May 30, 2024 =


https://doi.org/10.1016/j.tics.2017.05.008
https://doi.org/10.1016/j.tics.2017.05.008
https://doi.org/10.1016/j.tics.2017.05.008
https://doi.org/10.1016/j.tics.2017.05.008
https://doi.org/10.1016/j.tics.2017.05.008
https://doi.org/10.1016/j.tics.2017.05.008
https://doi.org/10.1016/j.tics.2005.10.011
https://doi.org/10.1016/j.tics.2005.10.011
https://doi.org/10.1016/j.tics.2005.10.011
https://doi.org/10.1016/j.tics.2005.10.011
https://doi.org/10.1016/j.tics.2005.10.011
https://doi.org/10.1016/j.tics.2005.10.011
https://doi.org/10.1016/S0896-6273(01)00328-2
https://doi.org/10.1016/S0896-6273(01)00328-2
https://doi.org/10.1016/S0896-6273(01)00328-2
https://doi.org/10.1162/jocn.2009.21190
https://doi.org/10.1162/jocn.2009.21190
https://doi.org/10.1162/jocn.2009.21190
https://doi.org/10.1162/jocn.2009.21190
https://doi.org/10.1016/j.neuroimage.2009.10.006
https://doi.org/10.1016/j.neuroimage.2009.10.006
https://doi.org/10.1016/j.neuroimage.2009.10.006
https://doi.org/10.1016/j.neuroimage.2009.10.006
https://doi.org/10.1016/j.neuroimage.2009.10.006
https://doi.org/10.1016/j.neuroimage.2009.10.006
https://doi.org/10.1093/scan/nsu011
https://doi.org/10.1093/scan/nsu011
https://doi.org/10.1093/scan/nsu011
https://doi.org/10.1093/scan/nsw067
https://doi.org/10.1093/scan/nsw067
https://doi.org/10.1093/scan/nsaa057
https://doi.org/10.1093/scan/nsaa057
https://doi.org/10.1093/scan/nsaa057
https://doi.org/10.1080/15325024.2013.788945
https://doi.org/10.1080/15325024.2013.788945
https://doi.org/10.1080/15325024.2013.788945
https://doi.org/10.1080/15325024.2013.788945
https://doi.org/10.1017/S1930297500008512
https://doi.org/10.1017/S1930297500008512
https://doi.org/10.1037/0278-7393.20.6.1341
https://doi.org/10.1037/0278-7393.20.6.1341
https://doi.org/10.1037/0278-7393.20.6.1341
https://doi.org/10.1037/0278-7393.20.6.1341
https://doi.org/10.1037/0278-7393.20.6.1341
https://doi.org/10.1037/0278-7393.20.6.1341
https://doi.org/10.1098/rstb.2001.0939
https://doi.org/10.1098/rstb.2001.0939
https://doi.org/10.1098/rstb.2001.0939
https://doi.org/10.1098/rstb.2001.0939
https://doi.org/10.1002/hipo.20864
https://doi.org/10.1002/hipo.20864
https://doi.org/10.1002/hipo.20864
https://doi.org/10.1038/s41583-019-0150-4
https://doi.org/10.1038/s41583-019-0150-4
https://doi.org/10.1038/s41583-019-0150-4
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1016/j.tics.2015.02.009
https://doi.org/10.1093/cercor/bhx130
https://doi.org/10.1093/cercor/bhx130
https://doi.org/10.1093/cercor/bhx130
https://doi.org/10.1016/j.jml.2009.11.004
https://doi.org/10.1016/j.jml.2009.11.004
https://doi.org/10.1016/j.jml.2009.11.004
https://doi.org/10.1016/j.jml.2009.11.004
https://doi.org/10.1016/j.jml.2009.11.004
https://doi.org/10.1016/j.jml.2009.11.004

	Reconciling Opposing Effects of Emotion on Relational Memory: Behavioral, Eye-Tracking, and Brain Imaging Investigations
	Outline placeholder
	Emotion-Memory Interactions: Behavioral Effects
	Neural Correlates of Emotion-Memory Interactions
	The Present Research

	Study 1
	Method
	Participants
	Procedure
	Encoding Task
	Eye Tracking
	Retrieval Task

	Data Analysis
	Software and Modeling Details

	Results
	Emotion Enhances Subjective Relational Memory Confirmed by Objective Relational Memory
	Emotion Enhances Objective Relational Memory When Statistically Accounting for Attention

	Discussion

	Study 2
	Method
	Participants
	Procedure

	Results
	Discussion

	Study 3
	Method
	Participants
	Procedure
	Behavioral Data Analysis
	Functional Magnetic Resonance Imaging Preprocessing
	Blood Oxygenation Level-Dependent Signal Analysis
	Functional Connectivity Analysis

	Results
	Emotion Upregulation Maximizes Enhanced Subjective Relational Memory Confirmed by Objective Relational Memory
	Emotion Enhances Objective RM When Accounting for Attention With Task Manipulation
	Neural Correlates of Enhanced Subjective Confirmed by Objective Relational Memory When Focusing on Emotion
	Neural Correlates of Enhanced Objective Emotional Relational Memory When Focusing on Context
	Converging and Dissociable Prefrontal Cortex Modulation of Medial Temporal Lobe Activity Linked to Enhanced Relational Memory by Emotion

	Discussion
	Transparency and Openness


	General Discussion
	Behavioral Results
	Functional Magnetic Resonance Imaging Results
	Constraints on Generality

	Conclusion
	References


