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Abstract

Large Language Models (LLMs) demonstrate human-level or even superior lan-
guage abilities, effectively modeling syntactic structures, yet the specific computa-
tional units responsible remain unclear. A key question is whether LLM behavioral
capabilities stem from mechanisms akin to those in the human brain. To address
these questions, we introduce the Hierarchical Frequency Tagging Probe (HFTP), a
tool that utilizes frequency-domain analysis to identify neuron-wise components of
LLM:s (e.g., individual Multilayer Perceptron (MLP) neurons) and cortical regions
(via intracranial recordings) encoding syntactic structures. Our results show that
models such as GPT-2, Gemma, Gemma 2, Llama 2, Llama 3.1, and GLM-4
process syntax in analogous layers, while the human brain relies on distinct cortical
regions for different syntactic levels. Representational similarity analysis reveals
a stronger alignment between LLM representations and the left hemisphere of
the brain (dominant in language processing). Notably, upgraded models exhibit
divergent trends: Gemma 2 shows greater brain similarity than Gemma, while
Llama 3.1 shows less alignment with the brain compared to Llama 2. These find-
ings offer new insights into the interpretability of LLM behavioral improvements,
raising questions about whether these advancements are driven by human-like
or non-human-like mechanisms, and establish HFTP as a valuable tool bridging
computational linguistics and cognitive neuroscience. This project is available at
https://github.com/LilTiger/HFTP.

1 Introduction

Language is fundamental to human communication, thought, and cultural transmission. According
to the framework proposed by Noam Chomsky, language is divided into three key components:
semantics (meaning), phonology (sound), and syntax (hierarchical sentence structure) [Chomsky,
1963]]. Syntax is particularly crucial as it governs how words combine into meaningful expressions,
underpinning the recursive and generative capacity unique to human language. The theory of
Universal Grammar proposes that all human languages share innate structural principles [[Chomskyl
1980]. Building on this foundation, cognitive neuroscience has shown that syntactic processing
recruits mechanisms distinct from other linguistic functions, particularly within the left inferior
frontal and posterior temporal regions [Matchin and Wood, 2020}, [Friederici, 2011]]. Moreover,
increases in syntactic complexity yield graded activation in left inferior frontal and posterior temporal
cortices, consistent with the computation and maintenance of hierarchical dependencies rather than
simple lexical associations [Pallier et al.,| 2011} Nelson et al.,[2017]. As our understanding of human
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syntactic computation deepens, artificial intelligence models have increasingly sought to emulate this
ability to capture and represent structured language.

In recent years, large language models (LLMs) have evolved rapidly, achieving human-level or better
performance on a range of linguistic benchmarks and professional exams [[Achiam et al.||2023|]. Their
success in understanding, translation, and summarization has led to claims of human-like fluency,
particularly in generating text that conforms to surface syntactic regularities [Mahowald et al., 2024}
He et al.}[2024} Van Veen et al.}2024]. Yet it remains unclear whether such models truly represent the
hierarchical sentence structures that characterize human syntax. Some findings indicate that LLMs
can implicitly capture and manipulate structural relations [Manning et al.,[2020], while others suggest
their success can rely on shallow statistical heuristics rather than genuine structural understanding
[Linzen et al., 2016, |McCoy et al., 2019]]. This ongoing debate underscores the need for a unified
analytic framework capable of directly comparing syntactic representations in human and model
systems, which is essential for probing the depth and nature of syntactic alignment between the
human brain and artificial models.

Ding et al. [Ding et al.l [2016]] introduced the hierarchical frequency tagging (HFT) technique to
uncover how the human brain processes hierarchical linguistic structures during natural speech
comprehension. In this paradigm, monosyllabic words are presented at a rate of 4 Hz to form
phrases at 2 Hz, which combine into sentences at 1 Hz. Using frequency-domain analysis of
electrophysiological signals, Ding et al. deconstruct the processing of linguistic structures such as
phrases and sentences. Subsequent work has extended the HFT framework along complementary
axes. Attention is required to group lower-level inputs into higher-order linguistic units, and diverting
attention attenuates word- and phrase-rate tracking [Ding et al., 2018]. MEG source analyses
dissociate cortical signatures for word- versus phrase-level rhythms and link phrasal tracking to
comprehension [Keitel et al.,[2018]]. Computational modelling shows that oscillatory architectures can
implement hierarchical parsing and reproduce HFT-like spectra [Martin and Doumas, [2017]]. Natural-
speech EEG reveals endogenous word-rate tracking that interacts with exogenous rhythmic cues [Luo
and Ding| [2020]. Naturalistic experiments show that phrase-rate tracking reflects internally generated
structure rather than compositional meaning per se, yet remains sensitive to the lexical-syntactic cues
that support structure building [[Coopmans et al.| [2022]]. Together, these studies demonstrate that HFT
effectively isolates neural markers of hierarchical language processing.

Building on hierarchical frequency-tagging [Ding et al., 2016], we introduced the Hierarchical
Frequency-Tagging Probe (HFTP), a unified framework that probes internal representational structure
and systematically assesses the alignment of syntactic representations between large language models
and the human brain. The key contributions of this paper are: (i) We innovatively employed
frequency-domain analysis using HFTP to characterize the syntactic structure representations of
every computational unit in each layer of LLMs; (ii) HFTP provides a simple, universally applicable
approach for detecting and aligning syntactic structure representations in LLMs (via neuron-wise
probing) and the human brain (via population-level analyses), and extends seamlessly to naturalistic
text. (iii) Using syntactic templates derived from HFTP, we identified brain regions highly correlated
with LLMs, predominantly located in key language-processing areas of the left hemisphere; (iv)
By comparing six LLMs, we observed divergent trends in upgraded versions, with some showing
increased similarity to brain representations while others exhibited reduced alignment. In sum, HFTP
effectively detects syntactic structure representations in both LLMs and the human brain, providing a
novel framework for alignment study.

2 Related work

Syntactic processing in the human brain In humans, syntactic processing recruits a left-dominant
fronto-temporal network that supports hierarchical combination from finite elements. Classic lesion
and neuroimaging work documents a left-hemisphere advantage [Friederici and Brauer, 2009} Hagoort,
2013 Blank et al.,[2016]], with hemispheric temporal sensitivities aiding speech segmentation [Albouy:
et al.| 2020]]. Converging evidence shows that syntactic operations are distributed across frontal and
temporal cortex with substantial overlap with semantic integration [Blank et al., 2016} Fedorenko
et al.| [2020]. Artificial-grammar fMRI further indicates that hierarchically structured strings reliably
engage left inferior frontal gyrus and posterior superior temporal regions [Chen et al.,2021]]. Overall,
syntactic processing relies on a left-dominant, distributed fronto—temporal network that substantially
overlaps with semantic integration, rather than a single locus.



Syntactic processing in language models Even before the development of LLMs, researchers found
that simple LSTM language models could capture syntax-sensitive dependencies, such as subject-verb
agreement [Linzen et al.,|2016| [Kuncoro et al.| [2018]]. Using a technique called structural probing,
Manning et al. discovered that transformer-based models like BERT can encode hierarchical syntactic
trees, enabling such models to implicitly represent complex syntax without direct training [Hewitt
and Manning| 2019]. These transformer-based models excel at tracking both local and long-range
dependencies through specialized attention mechanisms, distributing syntactic knowledge across
layers [Clarkl, [2019} [Tenney et al., 2019, |Manning et al., 2020]. However, the methods employed in
these studies of language models make it challenging to apply findings to the exploration of human
brain activity.

Alignment between LLMs and the human brain A growing body of work shows that sentence-level
contextual embeddings from predictive LMs strongly predict cortical responses during comprehension
[Sun et al., 2020, |Schrimpf et al [2021]]. Disentanglement analyses that factorize activations into
lexical, compositional, syntactic, and semantic components indicate distributed contributions—often
with compositional/lexical signals explaining much of the alignment, rather than syntax alone
[Caucheteux et al., 2021} |Caucheteux and King}, 2022]]. Neuroimaging manipulations that dissociate
semantics from syntax reveal distinct patterns (including frontal engagement) without establishing
syntactic dominance [Wang et al., | 2020]]. Intervention studies that selectively remove linguistic
properties from model representations yield reliable drops in brain alignment, with syntactic properties
(e.g., tree depth, top constituents) exerting large cross-layer effects [Oota et al.l|2023]]. These findings
are consistent with convergence on shared representational axes across brains and models [[Hosseini
et al, 2024] and with demonstrations that model-derived stimuli can causally drive or suppress
the human language network [Tuckute et al., [2024]], while alignment varies systematically across
layers as contextual information accrues [Goldstein et al.,[2022]]. However, despite these advances,
methodological inconsistencies still prevent systematic comparison of syntactic structure encoding
across models and neural populations, underscoring the need for a unified analytical framework.
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Figure 1: A framework for Hierarchical Frequency Tagging Probes (HFTP) and an illustration of
computational units involved in different levels of hierarchical linguistic processing in both LLMs
and the human brain. A, hierarchical linguistic structure in English and Chinese including syllable,
phrase, and sentence. B, hierarchical linguistic pattern (1 Hz: sentence feature, 2 Hz: phrase feature)
observed both in LLMs and C, human brain.

S&P sEEG contact
12
Freq (Hz)



3 Methods

We present the framework of the proposed HFTP methodology (see Figure[I). This framework is
organized into four parts: Section[3.T|describes the syntactic corpora used and the LLM architectures;
Section [3.2]details the syntactic structure probe in LLMs to detect syntactic units; Section [3.3]explains
the syntactic structure probe applied to human intracranial stereo-electroencephalography (SEEG)
data; and Section [3.4] correlates syntactic structure representations in LLMs and the human brain by
comparing frequency-domain representations and detecting similarities in how syntactic structures
are encoded across both systems.

3.1 Data and LLMs

We mainly utilized Chinese and English corpora adapted from [Ding et al., 2016], consisting of
four-syllable sequences in Chinese or four-word sequences in English, where the first two and last
two units form phrases (see Figure[T)). Further details regarding the corpus can be found in Appendix
[H We also adopted naturalistic texts to test the generalizability of our HFTP method (see[F). For
both the sSEEG and model-brain alignment experiments, we used the same two Chinese corpora—the
sentence and phrase corpora—from [Sheng et al 2019]]. While these corpora share a similar
structure to the Chinese syntactic corpus used in the LLM experiments, they differ in content. Guided
by evidence that periodic lexical regularities alone can produce peaks at word-, phrase-, and sentence-
rate frequencies [Frank and Yang, 2018]], we added a within-sentence word-order—-randomized control
in all experiments: items are permuted across positions so that lexical and part-of-speech categories
do not recur at fixed positions and any consistent phrase- or sentence-level patterns are prevented,
while the lexical set is preserved. This control isolates the syntactic and lexical contribution to 1, 2,
and 4 Hz power.

We applied HFTP to six state-of-the-art LLMs: GPT-2, Gemma, Gemma 2, Llama 2, Llama 3.1, and
GLM-4, which vary in both architecture and parameter scale (see Table [3)). To avoid tokenization
artefacts, we average MLP activations over sub-tokens at the syllable level for Chinese and word
level for English before FFT. This ensures that the 1 Hz and 2 Hz spectral components reflect
linguistic boundaries rather than tokenization boundaries, enabling consistent cross-lingual and
cross-model comparisons. Notably, the term “MLP neuron” denotes a computational unit in the
intermediate hidden layer of the MLP sub-layer within a Transformer model. This sub-layer consists
of two linear transformations separated by a nonlinear activation function. We target MLP neurons
because they house localized, interpretable units—conceptualized as “knowledge neurons” [Dai et al.|
2021]] that causally control factual recall and lexical—syntactic concepts [|Geva et al., [2022]]. This
mechanistic specificity provides the discrete, concept-aware handles required by HFTP to robustly
localize syntactic structures.

3.2 Syntactic structure probe in LLMs

For each LLM, sequences from the Chinese and English corpora were concatenated separately into
continuous texts to capture neural-like activations. During this process, each Chinese syllable (or
English word) outputs an activation value, allowing the signal corresponding to every individual
linguistic unit to be traced. These time-domain activations were then transformed into frequency-
domain information via fast-fourier transform (FFT). Because LLM activations are indexed by token
order rather than physical time, we imposed an explicit 4 Hz clock and sampled at 4 Hz, which by
Nyquist confines the analyzable band to 0-2 Hz. This explicit time axis mirrors prior continuous-time
encoding approaches that reconstruct model features on a continuous timeline before comparing
them with neural data [Jain et al.l [2020]], thereby enabling temporally interpretable model-brain
correspondence.. This adjustment ensured that the syntactic rhythms analogous to those observed in
human brain data could be captured within the model activations.

LLMs, with their multiple layers and thousands of MLP neurons per layer, require a systematic
approach to detect which neurons are responsible for either sentence or phrase processing. HFTP
introduces a unified probe to detect significant syntactic processing units, applicable to both LLMs
and human brain data. For the LLMs, we conducted a permutation test, randomizing the model
activations derived from the structured input corpus 1000 times. The original frequency bins at 1 Hz
and 2 Hz, representing sentence and phrase rhythms respectively (their real parts of amplitudes are
denoted as reallamp(1 Hz)], reallamp(2 Hz)]), were compared to the 95% confidence intervals
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Figure 2: Alignment pipeline between LLMs and the human brain. SRDMs are computed for
exclusive sentence/phrase and sentence&phrase MLP neurons and brain channels by comparing
cosine similarities across different conditions. Subsequently, RSA (using Spearman correlation) is
applied to quantify the similarity between the two SRDMs, thereby assessing the correspondence
between model and brain representations.

(CI) generated by the distribution of permuted activations. Neurons whose reallamp(1 Hz)] and
reallamp(2 Hz)| values exceeded this threshold were classified as significant MLP neurons (see ,
indicating their involvement in syntactic processing with statistical robustness against random noise.

Definition 1 (Significant MLP Neurons). For a fixed frequency f, a neuron is a significant MLP
neuron, if and only if its FFT result satisfies

reallamp(f)] ¢ 95% CI of permuted distribution. (1)

The set containing all the significant MLP neurons in terms of frequency f is denoted as Sy.

Since the significant MLP neurons are distributed almost uniformly across all layers, detecting
the specific neurons that contribute to sentence and phrase processing requires a more objective
and systematic method. We then applied z-scores to the FFT amplitudes at 1 Hz and 2 Hz in
both the experimental and control groups for all significant MLP neurons across layers. The z-
score deviation z¢(n) between the experimental and control groups was then calculated for each
neuron.This deviation helps minimize semantic confounds by isolating frequency-specific syntactic
effects. Sentence and phrase MLP neurons were defined as those whose z-scores deviated by more
than two standard deviations from the mean, at 1 Hz and 2 Hz, respectively (see |Z[)

Definition 2 (Sentence MLP Neurons and Phrase MLP Neurons). A neuron n is defined as a
sentence/phrase MLP neuron if it satisfies

n €Sy, zp(n) > p., +20.,, 2)

where z¢(n) denotes the z-score deviation of the FFT amplitude between experimental and control
groups for neuron n at frequency f, .., denotes the mean z-score across all neurons for the frequency
[, 0=, denotes the standard deviation of z-scores across all neurons for the frequency f, and the
frequency f is specified as 1 Hz and 2 Hz for sentence and phrase MLP neuron respectively.

Following this, we identified and analysed sentence and phrase MLP neurons across layers and LLMs,
with full details provided in Section.I} We also conducted bilingual experiments to assess the ability
of different LLMs to perceive syntactic structures across Chinese and English (see Appendix [C).

3.3 Syntactic structure probe in the human brain

We recorded sEEG from 26 native Chinese speakers while they listened to two Chinese auditory
corpora. In the sentence corpus, nine four-syllable sentences were concatenated per trial; in the
phrase corpus, eighteen two-syllable phrases were concatenated. Each corpus comprised 40 trials
per subject. Syllables were 250 ms long, and signals were sampled at 512 Hz (2048 Hz for one



participant). To minimize onset-related responses, subsequent analyses used only the final 32 syllables
of each trial.

To analyze the SEEG data, we employed inter-trial phase coherence (ITPC), a frequency-domain
method relatively resistant to noise that quantifies the consistency of phase relationships in oscillatory
brain activity across multiple trials [[Cohen,2014]]. sSEEG channel localization was performed similarly
to previous studies [Xu et al.,|2023, Wang et al., 2024]; all channels were mapped to brain regions
defined by the Automated Anatomical Labeling (AAL) system. We then grouped certain AAL regions
to form 12 brain regions of interest (ROIs) (details in Appendix [[). Subsequent experiments were
conducted based on brain ROIs.

As previously outlined, the HFTP proposes a unified syntactic structure probe for both LLMs and
human brain data. For the human brain analysis, we employed the same permutation testing procedure
on the time-domain sEEG data that captured cortical activity during listening to Chinese corpora.
Specifically, ITPC results were randomized 1000 times for each channel in each subject. The original
frequency bins, reallamp(1 Hz)] and real[amp(2 Hz)], were then assessed to determine whether
they fell within the 95% confidence interval of the permuted ITPC distribution (see[3).

Definition 3 (Sentence channels and Phrase channels). A channel c is defined as a sentence/phrase
channel if its ITPC result satisfies

reallamp(f)] ¢ 95% CI of permuted ITPC, 3

where f = 1 Hz for sentence channel and f = 2 Hz for phrase channel.

Using this probe, we identified and analyzed the distribution of sentence and phrase channels across
various brain ROIs, with full details provided in Section

3.4 Alignment of syntactic structure representations of LLMs with the human brain

To explore syntactic structure representation alignment between LLMs and the human brain, we
compared their frequency-domain representations using the same sentence and phrase corpora as in
the SEEG experiment. For each computational unit (a MLP neuron in LLMs or an SEEG channel
in the human brain), we extracted amplitude in the frequency spectrum as the feature vector. This
approach creates a multi-dimensional space based on frequency-domain features, where each syntactic
structure corresponds to a specific point in this space (see Figure[2). We then computed the distances
between these points for different syntactic structures within the same computational unit using cosine
similarity. Through pairwise comparisons, we constructed Structure Representational Dissimilarity
Matrices (SRDMs) for each computational unit, which are similar to Representational Dissimilarity
Matrices (RDMs) but specifically capture the representations of syntactic structures [Cichy et al.| 2014}
Khaligh-Razavi and Kriegeskortel 2014]]. We then applied Representational Similarity Analysis (RSA)
to enable cross-modal comparisons between LLMs and brain data, correlating the representations
in both systems [Kriegeskorte et al.,|2008]|]. This approach quantified alignment and used statistical
tests to detect significant overlaps. We introduced two measures: model-brain similarity S(m, b) and
model-region similarity S(m, b,.), to evaluate alignment globally and in specific brain ROI, and used
the contribution ratio C'R,. to assess the impact of each region on the alignment. For more details on
the alignment pipeline, see Appendix [A] The comprehensive discussion of the alignment results can
be found in Section 431

4 Experiments

We used HFTP to assess syntactic processing in the human brain and LLMs, and aligned their
frequency-domain representations to evaluate their similarity.

4.1 MLP neurons represent sentences and phrases in LLMs

Using the HFTP method, we identified neurons in all six models that selectively represent sentences
(sentence MLP neurons), phrases (phrase MLP neurons), and neurons that simultaneously represent
both (sentence & phrase MLP neurons). In the examples shown, we highlight MLP neurons which
display distinct hierarchical frequency patterns. Figure [3]demonstrates four patterns: a significant
peak at the sentence frequency (fsentence = 1 Hz), a significant peak at the phrase frequency



(fphrase = 2 Hz), dual peaks at both fsentence and fpnrase. and no significant peaks. Frequencies
beyond 2 Hz have been artificially set to zero for smoothness in the representation.
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Figure 3: Hierarchical frequency patterns of MLP neurons selectively represent sentence features,
phrase features, shared features of both and non-sensitive feature (from left to the right). Here,
“experiment" denotes the original corpus, while “random" indicates the randomized version. Shaded
bands show £1 s.e.m. computed across 10 shuffled-input activation partitions. Significant peaks
(*p < 0.05, FDR corrected) indicate amplitudes stronger than neighboring frequencies within
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Figure 4: Statistics of exclusive sentence/phrase MLP neurons and sentence & phrase MLP neurons
in each layer across six LLMs.

For the six LLMs tested, we identified their sentence and phrase neurons using the HFTP method.
Figure ] shows the distribution of exclusive sentence/phrase neurons and sentence & phrase across
different layers, based on experiments using the Chinese syntactic corpus. All the models contain
neurons dedicated to capturing sentences and phrases, demonstrating their ability to encode the
syntactic hierarchies of human language. However, distinct distribution patterns suggest varied
syntactic processing strategies: Llama and GLM primarily process syntactic information in later
layers, reflecting a more integrated approach. GPT, on the other hand, exhibits higher concentrations
of sentence and phrase neurons in its middle layers, suggesting a balanced intermediate strategy. In
contrast, Gemma demonstrates a distinct preference for dense concentrations of neurons in the early
layers, indicating an emphasis on initial-stage syntactic processing. These divergences may reflect
where hierarchical composition occurs: models that infer constituent structure from short-range cues
may compute sentence/phrase integration early and propagate it via residual paths, whereas models
that rely on broader context may defer integration to later layers. Training dynamics may further
partition depth into composition versus context-mixing stages, reallocating syntactic signals across
layers even under identical inputs.

A comparative analysis reveals a significant decrease in the maximum proportions of all syntactic
MLP neurons in the Llama and Gemma models, dropping from 11% in Llama 2 to 4.5% in Llama
3.1, and from 27% in Gemma to 22% in Gemma 2. As Llama 3.1 and Gemma 2 are updated versions
of Llama 2 and Gemma, respectively, this trend suggests a potential shift in computational resource
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allocation. To enhance performance on complex tasks, Llama 3.1 and Gemma 2 may reduce their
specialized processing of syntactic structures (sentence and phrase), reallocating neurons to support
these advanced capabilities.

Additionally, correlations between sentence and phrase MLP neurons across layers was observed for
all six models, with high statistical correlations, including GPT-2 (r = 0.754), Gemma (r = 0.994),
Gemma 2 (r = 0.994), Llama 2 (r = 0.912), and Llama 3.1 (r = 0.886), GLM (r = 0.993). This
suggests that LLMs share similar underlying mechanisms for sentence and phrase processing.

4.2 Sentences and phrases representations in the human brain

Using the syntactic structure probe, we identified sSEEG channels that selectively represent sentence-
and phrase-level structure in the sentence corpus. Each channel reflects collective responses from
nearby neuronal populations, providing high temporal resolution and sufficient spatial specificity. As
shown in Figure[5] we found channels representing sentence and phrase, as well as channels with
shared representations, alongside channels with no selectivity. These patterns parallel those in LLMs,
indicating that HFTP effectively interrogates internal syntactic representations in both systems.
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Figure 6: (a) Brain ROIs of the left and right hemispheres used in this study. The black markers
represent the SEEG channel locations across all participants. (b) Distribution of significant exclusive
sentence/phrase and sentence & phrase channels (sentence corpus) in different brain ROIs.

Analogous to our analysis of the distribution of syntactic MLP neurons across LLM layers, we
computed the proportions of sentence- and phrase-selective channels within each brain ROI. As
shown in Figure [6] phrase channels decrease from lower layers (Al) to higher layers (e.g., IFG),
while sentence channels show the opposite trend, increasing at higher brain layers. This pattern
aligns with earlier MEG studies Sheng et al.| [2019]], supporting distinct processing mechanisms for




Table 1: Averaged top-100 Spearman correlations between SEEG-channel SRDMs and MLP-neuron
SRDMs under the sentence corpus, separated by left (L) and right (R) hemispheres. °/* indicates that
no channels from that hemisphere appear in the top-100 set. The first data row reports the overall
model-brain similarity S(m, b); each subsequent brain ROI row reports the model-region similarity
S(m,b,). Bold in the S(m, b) row flags the model with the highest overall alignment, while bold
entries within each brain ROI row mark the three regions most strongly correlated for that model.

GPT-2 Gemma Gemma 2 Llama 2 Llama 3.1 GLM-4
L R L R L R L R L R L R
S(m,b) 0.654 0.442 0.582 0411 0.644 0.450 0.645 0.439 0.514 0405 0.630 0.445

Al 0.683 0.423 0.642 0.358 0.702 0.333 0.649 0.547 0.514 0.403 0.664 0.374
STG 0.667 0.422 0.593 0.386 0.654 0.410 0.672 0453 0.507 0.392 0.647 0.412
MTG 0.674 0392 0.584 0.383 0.659 0.411 0.674 0.409 0.521 0.408 0.645 0.397
ITG 0.637 0.444 0.578 0406 0.631 0.448 0.629 0426 0.509 0.401 0.615 0.439
Insula 0.624 0.460 0.551 0.425 0.600 0.476 0.630 0.446 0.518 0.422 0.604 0.475
TPJ 0.610 0.452 0.566 0.373 0.641 0.410 0.619 0.400 0.518 0.408 0.606 0.438

Temporal Pole  0.648 0.473 0.556 0.470 0.643 0.558 0.610 0.469 0.494 0448 0.616 0.483
Sensorimotor  0.637 0.462 0.567 0.426 0.622 0.448 0.624 0.446 0.505 0.396 0.617 0.463

IFG 0.694 0.463 0.603 0.466 0.670 0.496 0.665 0.491 0.513 0.410 0.646 0.490
MFG 0.615 0.436 0.557 0401 0.585 0.489 0.597 0.367 0.510 0.397 0.588 0.473
Hippocampus  0.698 0.405 0.553 0.408 0.626 0.428 0.657 0.413 0.534 0.390 0.613 0.434
Amygdala / 0489 0.566 0454 / 0472 / 0.558 0.49% 0377 / 0.508

sentences and phrases. Correlations between sentence and phrase channels across brain ROIs in both
hemispheres revealed no significant relationship (left: » =-0.169, p = 0.870; right: r =-0.197, p =
0.539), suggesting that sentence and phrase processing operate independently. This contrasts with the
behavior of LLMs, implying that while the human brain segregates sentence and phrase processing
across different regions, LLMs integrate both syntactic levels within the same model layers. This
highlights that the layered representations of LLMs may not align directly with the distinct processing
roles observed in brain ROIs.

4.3 Alignment of syntactic structure representations between LLLMs and the human brain

As the layered representations of LLMs do not correspond directly to the distinct processing functions
of different brain ROIs, we sought to investigate whether overall syntactic structure representations in
LLMs are comparable to those in the human brain, both globally and across individual brain ROIs.
To accomplish this, we employed Searchlight representational alignment (see Section [A]for detailed
procedures).

The alignment results across both sentence and phrase corpora revealed consistent patterns of
model-brain correspondence. As shown in Tables [[|and[2] we observed that the similarity between
LLMs and the left hemisphere is notably higher than that with the right hemisphere across both
structure levels. Brain-wise one-way ANOVAs confirmed significant model differences for sentence-
level (F =59.74, n?> = 0.027, p < 0.001) and phrase-level processing (F = 12.10, ° = 0.018, p
< 0.001). Region-wise ANOVAs (FDR-corrected) further showed a strongly left-lateralized effect
across corpora, concentrated in core language cortex (e.g., STG, MTG, IFG).

Examining individual model performance, GPT-2 exhibited the highest average correlation with
human brain activity across both sentence (S = 0.654, L) and phrase levels (S = 0.654, L). Gemma
2 (S = 0.644, L for sentence; S = 0.628, L for phrase) consistently outperformed Gemma (S
= 0.582, L for sentence; S = 0.575, L for phrase) at both corpora, attributed to architectural
improvements [Team et al.|[2024al]. Most notably, Llama 3.1 (S = 0.514, L for sentence; S = 0.522,
L for phrase) showed consistently lower alignment than Llama 2 (S = 0.645, L for sentence; S
= 0.648, L for phrase) across both processing levels. This counterintuitive pattern is explained
at the pretraining level: Llama 3.1 was trained on a substantially larger corpus emphasizing code,
reasoning, and multilingual text, which dilutes language-specific regularities. Additionally, extensive
reliance on synthetic data for capability-targeted curation introduces distributional shifts away from
naturalistic language statistics [Dubey et al., 2024} |Touvron et al., 2023|]. These findings echo evidence
that scaling alone fails to secure robust predicate—argument structure—especially for long-range,
boundary-sensitive roles—revealing persistent human—model structural gaps [Cheng et al.| [2024].



Table 2: Averaged top-100 Spearman correlations between SEEG-channel SRDMs and MLP-neuron
SRDMs under the phrase corpus, separated by left (L) and right (R) hemispheres. ‘/* indicates that
no channels from that hemisphere appear in the top-100 set. The first data row reports the overall
model-brain similarity S(m, b); each subsequent brain ROI row reports the model-region similarity
S(m,b,). Bold in the S(m, b) row flags the model with the highest overall alignment, while bold
entries within each brain ROI row mark the three regions most strongly correlated for that model.

GPT-2 Gemma Gemma 2 Llama 2 Llama 3.1 GLM-4
L R L R L R L R L R L R
S(m,b) 0.654 0.441 0.575 0416 0.628 0.443 0.648 0.435 0.522 0.404 0.626 0.437

Al 0.669 0.420 0.610 0.315 0.665 0.326 0.628 0.576 0.526 0.372 0.627 0.374
STG 0.665 0.415 0.591 0.388 0.643 0.395 0.674 0.447 0.530 0.402 0.649 0.401
MTG 0.665 0391 0.564 0.408 0.645 0.415 0.675 0.415 0.521 0.401 0.641 0.408
ITG 0.637 0.447 0.558 0421 0.611 0.440 0.632 0421 0.518 0.398 0.621 0.427
Insula 0.627 0.468 0.556 0433 0.596 0.465 0.632 0.453 0.519 0409 0.602 0.470
TPJ 0.616 0.442 0.563 0405 0.608 0.423 0.615 0.384 0.542 0.399 0.588 0.433

Temporal Pole  0.680 0.453 0.555 0.394 0.626 0.501 0.623 0.456 0.505 0.450 0.583 0.442
Sensorimotor  0.645 0.475 0.565 0.443 0.607 0.449 0.629 0.442 0511 0391 0.613 0.460

IFG 0.700 0.450 0.635 0.424 0.656 0.491 0.674 0.488 0.514 0.436 0.636 0.480
MFG 0.618 0.409 0.562 0421 0.583 0.500 0.601 0.365 0.505 0.379 0.577 0.475
Hippocampus  0.656 0.398 0.541 0.418 0.602 0.432 0.640 0.398 0.516 0.406 0.566 0.434
Amygdala / 0483 / 0433 / 0475 / 0.552 0.468 0386 / 0.492

Additionally, the key brain ROIs for each model, which are primarily located in the left hemisphere,
highlighted regions that are critical for syntactic processing at both levels of the syntactic hierarchy.
These regions include the left A1, STG, MTG, and IFG, with many of the LLMs exhibiting particularly
strong correlations in these areas across both structure, emphasizing their role in syntactic functions.
These converging findings reinforce the robustness of the HFTP approach and suggest its potential as
a valuable tool for future studies of model-brain alignment.

5 Conclusion

This study advances syntactic processing by introducing the Hierarchical Frequency Tagging Probe
(HFTP), a unified framework for dissecting neuron-wise sentence and phrase representations in
LLMs, population-level patterns in the human brain, and generalizing seamlessly to naturalistic text.
The results reveal that while LLMs exhibit hierarchical syntactic processing and alignment with
left-hemisphere brain activity, the mechanisms underlying their representations diverge significantly
from those in human cortical regions. Notably, newer models like Gemma 2 demonstrate improved
alignment, whereas others, such as Llama 3.1, show weaker human-model correlations despite
enhanced task performance. These findings underscore the need to refine LLM architectures for more
human-like syntactic processing and establish HFTP as a bridge between computational linguistics
and cognitive neuroscience. Finally, the societal implications of this work are two-sided: positively,
HFTP can support safer, more controllable models and inform non-invasive diagnostics via spectral
markers; negatively, the same interpretability could be misused to optimise persuasive manipulation
and, if linked with personal neural data, undermine privacy.

6 Limitation

Although we applied HFTP to both Chinese and English corpora for LLMs, our sEEG data were
collected in China and primarily involve Chinese stimuli. We have preliminary English responses
from a single Chinese native participant, but deeper cross-linguistic analyses are pending; future
work will recruit native English speakers to validate alignment on English and enable rigorous cross-
linguistic tests. Additionally, we evaluated only a small set of model architectures and parameter
scales, so the key universal mechanisms driving model-brain syntactic alignment remain unclear and
warrant further investigation.
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NeurlIPS Paper Checklist

1. Claims

Question: Do the main claims made in the abstract and introduction accurately reflect the
paper’s contributions and scope?

Answer: [Yes]

Justification: The Abstract and Introduction sections explicitly enumerate the HFTP frame-
work, its application to both LLMs and brain data, and summarize the key empirical and
methodological contributions, accurately reflecting the paper’s scope.

Guidelines:

* The answer NA means that the abstract and introduction do not include the claims
made in the paper.

* The abstract and/or introduction should clearly state the claims made, including the
contributions made in the paper and important assumptions and limitations. A No or
NA answer to this question will not be perceived well by the reviewers.

* The claims made should match theoretical and experimental results, and reflect how
much the results can be expected to generalize to other settings.

* It is fine to include aspirational goals as motivation as long as it is clear that these goals
are not attained by the paper.

2. Limitations
Question: Does the paper discuss the limitations of the work performed by the authors?
Answer: [Yes]

Justification: In Section [6] We explicitly acknowledge two limitations: (i) our SEEG data are
restricted to Chinese stimuli, so future work must include native-English recordings to test
cross-language generalization; and (ii) we evaluate only six LLM architectures and sizes,
leaving the core drivers of model-brain syntactic alignment for further study.

Guidelines:

* The answer NA means that the paper has no limitation while the answer No means that
the paper has limitations, but those are not discussed in the paper.

 The authors are encouraged to create a separate "Limitations" section in their paper.

The paper should point out any strong assumptions and how robust the results are to
violations of these assumptions (e.g., independence assumptions, noiseless settings,
model well-specification, asymptotic approximations only holding locally). The authors
should reflect on how these assumptions might be violated in practice and what the
implications would be.

* The authors should reflect on the scope of the claims made, e.g., if the approach was
only tested on a few datasets or with a few runs. In general, empirical results often
depend on implicit assumptions, which should be articulated.

* The authors should reflect on the factors that influence the performance of the approach.
For example, a facial recognition algorithm may perform poorly when image resolution
is low or images are taken in low lighting. Or a speech-to-text system might not be
used reliably to provide closed captions for online lectures because it fails to handle
technical jargon.

* The authors should discuss the computational efficiency of the proposed algorithms

and how they scale with dataset size.

If applicable, the authors should discuss possible limitations of their approach to

address problems of privacy and fairness.

* While the authors might fear that complete honesty about limitations might be used by
reviewers as grounds for rejection, a worse outcome might be that reviewers discover
limitations that aren’t acknowledged in the paper. The authors should use their best
judgment and recognize that individual actions in favor of transparency play an impor-
tant role in developing norms that preserve the integrity of the community. Reviewers
will be specifically instructed to not penalize honesty concerning limitations.

3. Theory assumptions and proofs
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Question: For each theoretical result, does the paper provide the full set of assumptions and
a complete (and correct) proof?

Answer: [NA]

Justification: This work is empirical and method-driven—defining how to compute sentence
and phrase neuron responses, layer-wise alignment similarity, and contribution ratios—but
does not present formal theorems that require assumption lists or mathematical proofs.

Guidelines:

* The answer NA means that the paper does not include theoretical results.

* All the theorems, formulas, and proofs in the paper should be numbered and cross-
referenced.

* All assumptions should be clearly stated or referenced in the statement of any theorems.

* The proofs can either appear in the main paper or the supplemental material, but if
they appear in the supplemental material, the authors are encouraged to provide a short
proof sketch to provide intuition.

* Inversely, any informal proof provided in the core of the paper should be complemented
by formal proofs provided in appendix or supplemental material.

* Theorems and Lemmas that the proof relies upon should be properly referenced.

. Experimental result reproducibility

Question: Does the paper fully disclose all the information needed to reproduce the main ex-
perimental results of the paper to the extent that it affects the main claims and/or conclusions
of the paper (regardless of whether the code and data are provided or not)?

Answer: [Yes]

Justification: We give end-to-end details of every experiment—how to detect sentence and
phrase representations in LLMs (Section [3.2)), how to identify corresponding signals in
human sEEG data (Section [3.3), and how to compute layer-wise model-brain alignment
(Section [3.4]and Appendix [A). These sections include all parameters, sampling-rate choices,
FFT settings, permutation tests, and alignment-pipeline steps needed to reproduce the
analyses.

Guidelines:

* The answer NA means that the paper does not include experiments.
* If the paper includes experiments, a No answer to this question will not be perceived
well by the reviewers: Making the paper reproducible is important, regardless of
whether the code and data are provided or not.
If the contribution is a dataset and/or model, the authors should describe the steps taken
to make their results reproducible or verifiable.
Depending on the contribution, reproducibility can be accomplished in various ways.
For example, if the contribution is a novel architecture, describing the architecture fully
might suffice, or if the contribution is a specific model and empirical evaluation, it may
be necessary to either make it possible for others to replicate the model with the same
dataset, or provide access to the model. In general. releasing code and data is often
one good way to accomplish this, but reproducibility can also be provided via detailed
instructions for how to replicate the results, access to a hosted model (e.g., in the case
of a large language model), releasing of a model checkpoint, or other means that are
appropriate to the research performed.

While NeurIPS does not require releasing code, the conference does require all submis-

sions to provide some reasonable avenue for reproducibility, which may depend on the

nature of the contribution. For example

(a) If the contribution is primarily a new algorithm, the paper should make it clear how
to reproduce that algorithm.

(b) If the contribution is primarily a new model architecture, the paper should describe
the architecture clearly and fully.

(c) If the contribution is a new model (e.g., a large language model), then there should
either be a way to access this model for reproducing the results or a way to reproduce
the model (e.g., with an open-source dataset or instructions for how to construct
the dataset).
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(d) We recognize that reproducibility may be tricky in some cases, in which case
authors are welcome to describe the particular way they provide for reproducibility.
In the case of closed-source models, it may be that access to the model is limited in
some way (e.g., to registered users), but it should be possible for other researchers
to have some path to reproducing or verifying the results.

5. Open access to data and code

Question: Does the paper provide open access to the data and code, with sufficient instruc-
tions to faithfully reproduce the main experimental results, as described in supplemental
material?

Answer: [Yes]

Justification:We provide all corpora used for LLM experiments—Chinese and English four-
syllable/word corpora and naturalistic texts—in Section [H] For our sEEG and brain—-LLM
alignment studies, we adopted the sentence/phrase corpus from [Sheng et al.l 2019]], which
follows the exact structural format of the four-syllable Chinese corpus, with only semantic
content differing. This project is available at https://github.com/LilTiger/HFTP..

Guidelines:

* The answer NA means that paper does not include experiments requiring code.

* Please see the NeurIPS code and data submission guidelines (https://nips.cc/
public/guides/CodeSubmissionPolicy) for more details.

* While we encourage the release of code and data, we understand that this might not be
possible, so “No” is an acceptable answer. Papers cannot be rejected simply for not
including code, unless this is central to the contribution (e.g., for a new open-source
benchmark).

* The instructions should contain the exact command and environment needed to run to
reproduce the results. See the NeurIPS code and data submission guidelines (https:
//nips.cc/public/guides/CodeSubmissionPolicy) for more details.

* The authors should provide instructions on data access and preparation, including how
to access the raw data, preprocessed data, intermediate data, and generated data, etc.

* The authors should provide scripts to reproduce all experimental results for the new
proposed method and baselines. If only a subset of experiments are reproducible, they
should state which ones are omitted from the script and why.

* At submission time, to preserve anonymity, the authors should release anonymized
versions (if applicable).

* Providing as much information as possible in supplemental material (appended to the
paper) is recommended, but including URLSs to data and code is permitted.

6. Experimental setting/details

Question: Does the paper specify all the training and test details (e.g., data splits, hyper-
parameters, how they were chosen, type of optimizer, etc.) necessary to understand the
results?

Answer: [Yes]

Justification: We give full details of the LLM evaluation—concatenating each Chi-
nese/English corpus sentence stream and extracting MLP-layer activations in inference
mode—in Section[3.2] and describe the human SEEG passive-listening paradigm with fixed
512/2048 Hz audio stimuli in Section

Guidelines:

* The answer NA means that the paper does not include experiments.

* The experimental setting should be presented in the core of the paper to a level of detail
that is necessary to appreciate the results and make sense of them.

* The full details can be provided either with the code, in appendix, or as supplemental
material.

7. Experiment statistical significance

Question: Does the paper report error bars suitably and correctly defined or other appropriate
information about the statistical significance of the experiments?
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Answer: [Yes]

Justification: We used paired ¢-tests in Figures [3]and [5]to confirm that power at hierarchical
frequencies is significantly higher in the experimental than in the control conditions, and we
report Pearson correlations in Sections and [4.2]to assess covariation across layers and
ROISs, as well as one-way ANOVAS to test model alignment effects (Sections @ @); all
p-values are FDR-corrected for multiple comparisons. Additionally, we employ permutation
tests for both the LLM and sEEG probes (Sections [3.2] [3.3).

Guidelines:

» The answer NA means that the paper does not include experiments.

* The authors should answer "Yes" if the results are accompanied by error bars, confi-
dence intervals, or statistical significance tests, at least for the experiments that support
the main claims of the paper.

* The factors of variability that the error bars are capturing should be clearly stated (for
example, train/test split, initialization, random drawing of some parameter, or overall
run with given experimental conditions).

* The method for calculating the error bars should be explained (closed form formula,
call to a library function, bootstrap, etc.)

* The assumptions made should be given (e.g., Normally distributed errors).

¢ It should be clear whether the error bar is the standard deviation or the standard error
of the mean.

It is OK to report 1-sigma error bars, but one should state it. The authors should
preferably report a 2-sigma error bar than state that they have a 96% CI, if the hypothesis
of Normality of errors is not verified.

* For asymmetric distributions, the authors should be careful not to show in tables or
figures symmetric error bars that would yield results that are out of range (e.g. negative
error rates).

* If error bars are reported in tables or plots, The authors should explain in the text how
they were calculated and reference the corresponding figures or tables in the text.

8. Experiments compute resources

Question: For each experiment, does the paper provide sufficient information on the com-
puter resources (type of compute workers, memory, time of execution) needed to reproduce
the experiments?

Answer: [Yes]

Justification: We ran all LLM inference and permutation tests on a server with AMD EPYC
7282 (16 cores, 32 threads, 256 GB RAM) and two NVIDIA A100-40 GB GPUs using
bfloat16 precision. The permutation tests used to probe sentence/phrase MLP neurons
require several hours on a single GPU, whereas all other representational analyses complete
in under an hour with minimal additional resources.

Guidelines:

* The answer NA means that the paper does not include experiments.

* The paper should indicate the type of compute workers CPU or GPU, internal cluster,
or cloud provider, including relevant memory and storage.

* The paper should provide the amount of compute required for each of the individual
experimental runs as well as estimate the total compute.

* The paper should disclose whether the full research project required more compute
than the experiments reported in the paper (e.g., preliminary or failed experiments that
didn’t make it into the paper).

9. Code of ethics
Question: Does the research conducted in the paper conform, in every respect, with the
NeurIPS Code of Ethics https://neurips.cc/public/EthicsGuidelines]?

Answer: [Yes]

Justification: All human data were collected under IRB-approved protocols with informed
consent, no personal identifiers are used, and our computational methods present no foresee-
able harm.
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10.

11.

Guidelines:

¢ The answer NA means that the authors have not reviewed the NeurIPS Code of Ethics.

* If the authors answer No, they should explain the special circumstances that require a
deviation from the Code of Ethics.

* The authors should make sure to preserve anonymity (e.g., if there is a special consid-
eration due to laws or regulations in their jurisdiction).

Broader impacts

Question: Does the paper discuss both potential positive societal impacts and negative
societal impacts of the work performed?

Answer: [Yes]

Justification: This work offers a transparent, neuro-inspired lens on LLM internals. Positive
impacts include safer, more controllable models—by revealing which neurons drive hier-
archical syntax we can design targeted safeguards and debiasing interventions; improved
language-disorder diagnostics—spectral markers could serve as non-invasive probes of
syntactic deficits; and richer human-AlI interfaces that align model parsing with human
cognition. Negative impacts also merit consideration: the same interpretability could be
weaponised to optimise persuasive text or amplify covert influence; detailed brain-model
correspondences might facilitate adversarial “neuro-phishing” that mimics neural rhythms;
and, if paired with personal neural data, fine-grained model maps could erode privacy.

Guidelines:

» The answer NA means that there is no societal impact of the work performed.

* If the authors answer NA or No, they should explain why their work has no societal
impact or why the paper does not address societal impact.

» Examples of negative societal impacts include potential malicious or unintended uses
(e.g., disinformation, generating fake profiles, surveillance), fairness considerations
(e.g., deployment of technologies that could make decisions that unfairly impact specific
groups), privacy considerations, and security considerations.

» The conference expects that many papers will be foundational research and not tied
to particular applications, let alone deployments. However, if there is a direct path to
any negative applications, the authors should point it out. For example, it is legitimate
to point out that an improvement in the quality of generative models could be used to
generate deepfakes for disinformation. On the other hand, it is not needed to point out
that a generic algorithm for optimizing neural networks could enable people to train
models that generate Deepfakes faster.

* The authors should consider possible harms that could arise when the technology is
being used as intended and functioning correctly, harms that could arise when the
technology is being used as intended but gives incorrect results, and harms following
from (intentional or unintentional) misuse of the technology.

If there are negative societal impacts, the authors could also discuss possible mitigation
strategies (e.g., gated release of models, providing defenses in addition to attacks,
mechanisms for monitoring misuse, mechanisms to monitor how a system learns from
feedback over time, improving the efficiency and accessibility of ML).

Safeguards

Question: Does the paper describe safeguards that have been put in place for responsible
release of data or models that have a high risk for misuse (e.g., pretrained language models,
image generators, or scraped datasets)?

Answer: [NA]

Justification: We do not release any externally scraped or dual-use models or datasets.
Our study uses (i) in-house sEEG recordings collected under institutional ethical approval
with informed consent, and (ii) analyses of existing, publicly available language-model
checkpoints (e.g. GPT-2, Gemma, Llama 2/3) without redistributing their weights.

Guidelines:

* The answer NA means that the paper poses no such risks.
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* Released models that have a high risk for misuse or dual-use should be released with
necessary safeguards to allow for controlled use of the model, for example by requiring
that users adhere to usage guidelines or restrictions to access the model or implementing
safety filters.

* Datasets that have been scraped from the Internet could pose safety risks. The authors
should describe how they avoided releasing unsafe images.

* We recognize that providing effective safeguards is challenging, and many papers do
not require this, but we encourage authors to take this into account and make a best
faith effort.

12. Licenses for existing assets

13.

Question: Are the creators or original owners of assets (e.g., code, data, models), used in
the paper, properly credited and are the license and terms of use explicitly mentioned and
properly respected?

Answer: [Yes]

Justification: We correctly cite and credit the Chinese and English syntactic corpora from
[Ding et al.| 2016]] and [Sheng et al., 2019]], and we list each LLM—GPT-2, Gemma,

Gemma 2, Llama 2, Llama 3.1, and GLM-4—with version, source, and license information
in Section

Guidelines:

* The answer NA means that the paper does not use existing assets.
* The authors should cite the original paper that produced the code package or dataset.

* The authors should state which version of the asset is used and, if possible, include a
URL.

* The name of the license (e.g., CC-BY 4.0) should be included for each asset.

¢ For scraped data from a particular source (e.g., website), the copyright and terms of
service of that source should be provided.

 If assets are released, the license, copyright information, and terms of use in the
package should be provided. For popular datasets, paperswithcode.com/datasets
has curated licenses for some datasets. Their licensing guide can help determine the
license of a dataset.

* For existing datasets that are re-packaged, both the original license and the license of
the derived asset (if it has changed) should be provided.

* If this information is not available online, the authors are encouraged to reach out to
the asset’s creators.

New assets

Question: Are new assets introduced in the paper well documented and is the documentation
provided alongside the assets?

Answer: [Yes]

Justification: We introduced a diverse, curated suite of corpora for the HFTP experiments:
(i) two four-syllable/word syntactic corpora (Chinese and English) adapted from [Ding
et al., 2016]); (ii) four human-generated naturalistic texts in Chinese and English; and (iii)
two Wikipedia-derived corpora in Chinese and English. Detailed descriptions for all non-
Wikipedia corpora are provided in Section [Hf the Wikipedia-derived corpora are hosted on
https://github.com/LilTiger/HFTP.

Guidelines:

* The answer NA means that the paper does not release new assets.

* Researchers should communicate the details of the dataset/code/model as part of their
submissions via structured templates. This includes details about training, license,
limitations, etc.

* The paper should discuss whether and how consent was obtained from people whose
asset is used.

» At submission time, remember to anonymize your assets (if applicable). You can either
create an anonymized URL or include an anonymized zip file.
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14.

15.

16.

Crowdsourcing and research with human subjects

Question: For crowdsourcing experiments and research with human subjects, does the paper
include the full text of instructions given to participants and screenshots, if applicable, as
well as details about compensation (if any)?

Answer: [Yes]

Justification: In our sEEG experiment participants received a brief oral instruction (“please
listen carefully to the Chinese corpus”) and then completed 40 trials per condition (sen-
tence, phrase, random). Compensation was ¥200 for full participation, prorated for partial
completion.

Guidelines:

* The answer NA means that the paper does not involve crowdsourcing nor research with
human subjects.

* Including this information in the supplemental material is fine, but if the main contribu-
tion of the paper involves human subjects, then as much detail as possible should be
included in the main paper.

* According to the NeurIPS Code of Ethics, workers involved in data collection, curation,
or other labor should be paid at least the minimum wage in the country of the data
collector.

Institutional review board (IRB) approvals or equivalent for research with human
subjects

Question: Does the paper describe potential risks incurred by study participants, whether
such risks were disclosed to the subjects, and whether Institutional Review Board (IRB)
approvals (or an equivalent approval/review based on the requirements of your country or
institution) were obtained?

Answer: [Yes]

Justification: The study protocol received approval from our institution’s IRB, minimal
auditory-stimulation risks were disclosed to participants during the consent process, and all
participants provided informed consent prior to data collection.

Guidelines:

* The answer NA means that the paper does not involve crowdsourcing nor research with
human subjects.

* Depending on the country in which research is conducted, IRB approval (or equivalent)
may be required for any human subjects research. If you obtained IRB approval, you
should clearly state this in the paper.

* We recognize that the procedures for this may vary significantly between institutions
and locations, and we expect authors to adhere to the NeurIPS Code of Ethics and the
guidelines for their institution.

* For initial submissions, do not include any information that would break anonymity (if
applicable), such as the institution conducting the review.

Declaration of LLM usage

Question: Does the paper describe the usage of LLMs if it is an important, original, or
non-standard component of the core methods in this research? Note that if the LLM is used
only for writing, editing, or formatting purposes and does not impact the core methodology,
scientific rigorousness, or originality of the research, declaration is not required.

Answer: [Yes]

Justification: The HFTP method is built on extraction of MLP activations from six LLMs
(GPT-2, Gemma, Gemma 2, Llama 2, Llama 3.1, GLM-4). Model parameters are listed in
Section [G] the HFTP procedure for LLMs is detailed in Section and the LLM-brain
alignment pipeline is described in Section [A]
Guidelines:
* The answer NA means that the core method development in this research does not
involve LLMs as any important, original, or non-standard components.

¢ Please refer to our LLM policy (https://neurips.cc/Conferences/2025/LLM)
for what should or should not be described.
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A Alignment pipeline for syntactic processing between LLMs and the human
brain

In this appendix, we provide the detailed pipeline used to align the syntactic structure representations
in LLMs with those in the human brain, with a focus on detecting and comparing sentence- and
phrase-level representations across both systems.

Data and experimental setup For system-level comparability, we presented the exact same input
corpora to both systems in the alignment analyses: the sentence corpus (four-syllable Chinese
sequences) and the phrase corpus (two-syllable Chinese sequences).. The word-order randomized
version of each corpus was used as a control condition, as detailed in Section [3.1] Each corpus
comprised 40 trials, and each trial contained 36 syllables. For SRDM calculation, the corpora were
divided into six experimental conditions, each with 20 trials. To attenuate onset-locked transients,
sEEG signals and model activations were extracted for the final 32 syllables of each trial. These time
series were then transformed to the frequency domain via FFT, and the resulting amplitude spectra
were used in the subsequent alignment analyses.

Frequency-domain analysis and SRDM construction For the LLMs, neuron activations were
transformed using FFT to capture the frequency components of structure processing across the six
conditions. From this transformation, we calculated the cosine similarity between each pair of
conditions, constructing an SRDM for each MLP neuron. We then averaged the SRDM for each
MLP neuron in the same layer to obtain layer-wise SRDMs. Similarly, for the human brain, we
calculated the ITPC to capture frequency-domain representations for each brain channel, yielding a
channel-wise SRDM..

To assess the structural alignment between LLMs and the human brain, we computed the Spearman
correlation p between the SRDM of each LLM layer and the SRDM of each brain channel. We
then formed layer-level model SRDMs by averaging neuron-level cosine-similarity matrices within
each layer. The top 100 most relevant brain channels for each model layer were identified based on
Spearman correlation, and the overlap of sentence and phrase channels in these top 100 channels was
evaluated using a chi-square test. A significant overlap indicated alignment in structural processing
between LL.Ms and brain ROIs.

Quantification of cross-system alignment Two key metrics were defined to quantify the structural
alignment between LLMs and the human brain. The first, model-brain similarity S(m, b), represents
the overall similarity of syntactic processing between an LLM m and the human brain b. It is
computed as the average Spearman correlation between the SRDM of each LLM layer and the top
100 most relevant brain channels:

100

S(m,b) = MZ Z p(L;,Cs), )

zEtop

where M is the number of layers in an LLM; L; and C; denote the model layer and the brain channel
indexed by j and 14, respectively; top(j) denotes the indices of the top 100 channels for model layer
Lj; and p(L;, C;) denotes the Spearman correlation between the model SRDM at layer L; and the
SRDM of brain channel C;.

The second metric, model-region similarity S(m, b,.), measures the alignment between LLMs and
specific brain ROIs. This is computed by averaging the Spearman correlations over the subset of the
top 100 channels that fall within a particular brain ROI:

LM 1 n(j,r)
Jj=1 77/ ietop()NC,

where C,. denotes the indices of all channels belonging to region r, and n(j, r) is the cardinality of
top(j) N C,, i.e., the number of channels in region r that are also among the top 100 channels for
model layer L.
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Note that we have sentence, phrase, and sentence & phrase neurons for the sentence corpus, thus we
average S(m, b) and S(m, b,.) across the three neuron types; and, for the phrase corpus, there are
only phrase neurons, so no averaging is required.

B Predictive encoding control analysis

To provide an orthogonal test of model-brain alignment that does not depend on representational
similarity analysis, we implemented a predictive encoding model that asks whether layer-wise features
extracted from an LLM can predict the frequency—domain sEEG responses of individual channels.
All experimental settings (e.g. sentence/phrase corpora, block structure) were matched to those in
the RDM-RSA pipeline (Section [A). We also adopt the same two measures, model-brain similarity
S(m, b) and model-region similarity S(m, b,.), so that the predictive encoding results are directly
comparable to the SRDM-RSA results reported above.

Model features For each model layer L; we first selected significant neurons using the same
procedure as in the SRDM-RSA pipeline. Within a given block, the time courses of the significant
neurons were averaged to obtain one 32-syllable sequence per layer and block (the last 32 syllables).
We then applied FFT to this layer-average and retained the complex coefficients within 0.5-2 Hz.
Each retained coefficient was represented by its real part and imaginary part (the canonical cosine and
sine components), which we treat as two features at that frequency. With two blocks per corpus, we
formed the predictor matrix X; € RN *2 by stacking samples across blocks and frequencies, where
K denotes the number of frequency bins in 0.5-2 Hz and N = 2K reflects the two blocks times K
frequencies. Thus each of the N samples corresponds to one (block, frequency) pair and is described
by a two-dimensional feature vector containing the real and imaginary parts of the aligned model
coefficient.

Brain responses For each sEEG channel C;, we computed ITPC exactly as in the SRDM-RSA
analysis, yielding a complex spectrum per block. We then aligned the frequency axes of the model and
brain spectra by nearest-neighbor matching (model sampling 4 Hz; SEEG 512 Hz) within the 0.5-2 Hz
band. The target for predictive modeling was the band-limited spectral profile of stimulus-locked
synchrony for channel C;; specifically, we concatenated the ITPC amplitudes across the two blocks
and across all K frequencies to obtain an observation vector y; € R™. This vector summarizes the
oscillatory response of channel C; within the syntactic band while preserving block-specific structure.

Predictive model and cross-validation For each pair (L;, C;) we fit a ridge regression with stan-
dardized predictors,

B = argmin [ly; — X;8]; + ol B3, ®)

using five random splits (train/test = 70/30). The ridge penalty o was chosen only on the training
split via inner ridge-CV over a logarithmic grid; the fitted model was then evaluated on the held-out
test data. Predictive accuracy for a split was defined as Spearman correlation p between the predicted
and observed test targets. We averaged the split-wise correlations to obtain a predictive score

P(Lja C’L) = IEjsplits [p(yAiteS[7 nyt)] ) (7)
and repeated this procedure independently for left and right hemispheres and for both corpora. Note

that feature selection is performed exclusively on the model side; the SEEG data are never used to
select features, preventing circularity (double-dipping)).

Aggregation into alignment metrics To summarize predictive alignment, we follow the exact
aggregation used for SRDM-RSA pipeline and therefore reuse the definitions of S(m, b) and S(m, b,.)
introduced in Section@ The only substitution is that SRDM correlations p(L;, C;) are replaced by
the predictive scores P(L;, C;). Concretely, for each layer L; we rank channels by P(L;, C;), take
the top 100, and compute S(m, b) and S(m, b,.) by the same layer-averaging rules as before. For the
sentence corpus, we compute these summaries separately for sentence, phrase and sentence & phrase
neurons and then report their arithmetic mean to yield a single value per model and hemisphere. For
the phrase corpus, the selection procedure yields only phrase-selective neurons; consequently no
averaging across syntactic MLP neuron types is required. This results in one model-brain score
S(m,b) and one score per ROI S(m, b,.) for each model in each hemisphere, directly comparable to
the SRDM results while relying on predictive encoding rather than RSA.

Across both corpora (Tables [3] and ), a one-way ANOVA on layer-averaged top-100 predictive
scores revealed reliable between-model differences in brain-level alignment S(m,b) (sentence:

23



Table 3: Predictive alignment results under the sentence corpus. The first row reports the overall
model-brain similarity S(m, b); subsequent rows report the model-region similarity S(m, b,.). Bold
in the S(m, b) row marks the single highest value across models/hemispheres; within each model,
bold highlights the three highest S(m, b,.) entries across all ROIs and hemispheres.

GPT-2 Gemma Gemma 2 Llama 2 Llama 3.1 GLM-4
L R L R L R L R L R L R
S(m,b) 0.487 0.371 0.467 0.364 0.469 0.371 0.472 0.364 0.463 0.365 0.471 0.367

Al 0.515 0.375 0.473 0.368 0.474 0.360 0.470 0.388 0.470 0.360 0.485 0.376
STG 0.499 0.384 0.469 0.357 0.472 0.369 0.480 0.369 0.464 0.373 0.476 0.374
MTG 0.487 0.370 0.468 0.366 0.470 0.375 0.475 0.369 0.465 0.366 0.469 0.371
ITG 0.479 0.370 0.463 0.361 0.466 0.367 0.466 0.360 0.457 0.362 0.466 0.364
Insula 0.486 0.373 0.459 0.368 0.468 0.377 0.476 0.376 0.463 0.363 0.473 0.370
TPJ 0.474 0.345 0.468 0.349 0.466 0.361 0.463 0.347 0.462 0.347 0.467 0.350

Temporal Pole 0.484 0.384 0.467 0.362 0.455 0.373 0.475 0.365 0.459 0.362 0.469 0.351
Sensorimotor  0.491 0.373 0.470 0.363 0.471 0.375 0.470 0.362 0.466 0.366 0.472 0.370
IFG 0.480 0.370 0.465 0.365 0.465 0.366 0.466 0.360 0.462 0.359 0.467 0.364
MFG 0.475 0.367 0.457 0.374 0.462 0.364 0.466 0.355 0.453 0.373 0.462 0.376
Hippocampus  0.481 0.358 0.464 0.365 0.458 0.366 0.462 0.353 0.458 0.360 0.469 0.362
Amygdala 0.472 0.334 0.463 0.345 0.465 0.362 0.452 0.353 0.463 0.358 0.471 0.349

Table 4: Predictive alignment results under the phrase corpus. The first row reports the overall
model-brain similarity S(m, b); each subsequent brain ROI row reports the model-region similarity
S(m, by). Bold in the S(m, b) row marks the single highest value across models/hemispheres; within
each model, bold highlights the three highest S(m, b,.) entries across all ROIs and hemispheres.

GPT-2 Gemma Gemma 2 Llama 2 Llama 3.1 GLM-4
L R L R L R L R L R L R
S(m,b) 0.454 0.356 0.465 0.362 0.465 0.366 0.446 0.350 0.451 0.354 0.449 0.349

Al 0.448 0.351 0.478 0.343 0.482 0.345 0.451 0.365 0.452 0.333 0.443 0.344
STG 0.463 0.363 0.468 0.364 0.470 0.363 0.448 0.356 0.455 0.352 0.458 0.357
MTG 0.450 0.357 0.464 0.362 0.462 0.366 0.445 0.363 0.448 0.348 0.445 0.345
ITG 0.449 0.348 0.465 0.359 0.460 0.363 0.445 0.346 0.448 0.352 0.448 0.345
Insula 0.453 0.360 0.461 0.360 0.462 0.365 0.446 0.348 0.451 0.354 0.452 0.344
TPJ 0.454 0.350 0.462 0.361 0.460 0.361 0.444 0.343 0.450 0.350 0.448 0.349

Temporal Pole  0.461 0.371 0.464 0.363 0.464 0.365 0.450 0.347 0.448 0.354 0.452 0.344
Sensorimotor  0.461 0.371 0.464 0.363 0.464 0.365 0.450 0.347 0.448 0.354 0.452 0.344
IFG 0.450 0.351 0.454 0.362 0.453 0.358 0.437 0.343 0.454 0.353 0.448 0.347
MFG 0.451 0.328 0.466 0.333 0.460 0.361 0.455 0.330 0.455 0.353 0.457 0.351
Hippocampus  0.454 0.354 0.453 0.363 0.463 0.357 0.436 0.344 0.454 0.354 0.434 0.354
Amygdala 0.403 0.361 0.420 0.391 0.450 0.355 0.385 0.349 0.402 0.386 0.389 0.381

F = 43.37, p < 0.001, n2 = 0.008; phrase: F' = 13.80, p < 0.001, n> = 0.008), with con-
sistently higher alignment in the left hemisphere. At the region level, FDR-controlled one-way
ANOVAs showed significant between-model effects within left-dominant language cortices (e.g.,
STG, MTG, ITG) for both corpora. These findings align with the SRDM-RSA analyses, which
likewise demonstrate significant between-model variation at both whole-brain and region-specific
levels.

Mirroring the SRDM-RSA trend, the predictive results exhibit an almost identical trend for model
upgrade comparison. In the sentence corpus, the left-hemisphere model-brain scores reproduce
the RSA ordering—Gemma 2 exceeds Gemma (S(m,b) = 0.469 vs. 0.467, L), while Llama 3.1
falls below Llama 2 (0.463 vs. 0.472, L). In the phrase corpus, the gaps compress: Gemma 2 is
essentially tied with Gemma (both S(m, b) = 0.465, L), and Llama 3.1 is slightly higher than Llama 2
(0.451 vs. 0.446, L). This compression likely arises because phrase analyses use only phrase neurons
and provide fewer, noisier frequency samples, which together reduce model separability. Taken
together, the predictive encoding and SRDM-RSA analyses converge on a consistent, method-robust
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conclusion: inter-model differences are statistically reliable at both the brain and region levels, and,
at the brain level, model-upgrade trends are essentially identical across methods, with only minor
fluctuations.

C Bilingual sentence- and phrase-level representations in LLMs

Previous studies have explored how LLMs handle different languages, concluding that while most
neurons are shared across languages, a smaller subset of neurons is dedicated to processing specific
languages [Tang et al [2024]]. But does this hold true for syntactic structure perception? This
appendix provides insights into this question. It is important to note that the GPT-2 model used in
this study was pre-trained on a Chinese corpus using the Universal Encoder Representations (UER)
framework 2019], equipping it with the capability to process both Chinese and English
text effectively. This stands in contrast to the original GPT-2 model [Radford et al.|[2019]], which
lacks the ability to handle Chinese text.
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Figure 7: Cross-language neural representations extracted from five multilingual models (Gemma,
Gemma 2, Llama 2, Llama 3.1, and GLM-4) depicting syntactic processing capabilities.



The results in Figure 7| suggest that language-specific syntactic MLP neurons (i.e., exclusive sen-
tence/phrase neurons) tend to cluster toward the final layers of Llama 2, Llama 3.1, and GLM-4, with
the proportion of bilingual neurons (Chinese & English) increasing progressively in deeper layers.
In contrast, Gemma and Gemma 2 display different patterns. In Gemma, both language-specific
and bilingual neurons are found not only in the deeper layers but also in the initial layers, whereas
this is only observed in the early layers of Gemma 2. GPT-2, on the other hand, exhibits a more
balanced distribution, with both language-specific and bilingual neurons present in almost every layer
in roughly equal proportions. Furthermore, English-specific neurons are more prominent in the early
layers, while Chinese-specific neurons are more concentrated in the later layers. Interestingly, Llama
3.1 shows a notably lower count of Chinese-specific neurons compared to English-specific neurons
in the final layer, and fewer Chinese & English neurons than the other five LLMs. Although Llama
3.1 was pre-trained on 176 languages [Dubey et al.l 2024], it appears to have less specialization in
Chinese, which may explain the reduced presence of Chinese-specific neurons and, consequently,
fewer bilingual neurons.

D Preliminary bilingual HFTP test on native Chinese speakers

As noted above, our HFTP analysis was originally conducted on native Chinese speakers listening to
a Chinese corpus. To probe cross-linguistic generalization in human sEEG, we constructed bilingual
materials by taking the Chinese corpus from [Sheng et al.| 2019]] and manually translating it into
four-word English sequences. All experimental settings (e.g., presentation duration, sampling rate)
were identical to those in the original SEEG experiment. We report preliminary results from one
native Chinese speaker who listened to both the Chinese and the English corpora. Hierarchical
frequency patterns for the Chinese corpus closely match those in Figure[5] and the corresponding
English results are shown in Figure [§]
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Figure 8: Hierarchical frequency patterns of SEEG channels from one participant, using four-word
English sequence, selectively represent sentence features, phrase features, shared features of both and
non-sensitive feature (from left to the right). Shaded bands show +1 s.e.m. computed within each
channel by bootstrapping across sliding-window ITPC estimates.

In the English condition, we observe the canonical hierarchical fingerprint: sentence-selective
channels peak at 1 Hz, phrase-selective channels peak at 2 Hz, channels sensitive to both show
peaks at both frequencies, and non-sensitive channels show no systematic peaks. This replication
in English indicates that the frequency-tagged response generalizes across languages when the
hierarchical structure of the input is preserved, arguing that HFTP tracks syntactic organization rather
than language-specific acoustics or phonotactics. While promising, these findings are based on a
single participant and should be interpreted cautiously. Future work will expand the sample, balance
materials across languages, and use more robust statistical analyses to quantify cross-linguistic effect
sizes.

E Contribution Ratios of LLMs

To further investigate the role of specific brain ROIs in syntactic processing, we introduced the contri-
bution ratio C'R,.. The contribution ratio highlights which brain ROIs contribute most significantly
to the syntactic alignment between LLMs and the human brain. Fixing a model layer, this metric
quantifies the influence of each brain ROIs by calculating the proportion of channels from a given
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region within the top 100 most relevant channels, normalized by the overall representation of the
ROISs (results can be found in Appendix [E). The contribution ratio is defined as:

NEP(L,) /N

N}ﬁotal / N 'total ’ (8)

CR.(L;) =

where N, (L;) is the number of channels in region 7 within the top 100 channels in terms of the
LLM layer L;, N*P is the total number of top channels, which is specified as 100 in this case, Ntowl
is the total number of channels in region r, and N total §¢ the total number of brain channels.

In this appendix we present the contribution ratio results for six LLMs used in this study: GPT-2,
Gemma, Gemma 2, Llama 2, Llama 3.1, and GLM-4. Specifically, the contribution ratio for each
model was calculated based on the number of top 100 significant channels within each brain ROIs, as
described in Appendix [A] Below, we present the results for both the left (L) and right (R) hemispheres
of each model (See Figures[I3] [16] [[7] [I8] [[9)and [20). These figures offer further insights into how
different LLMs align with human brain ROIs in terms of syntactic processing.

From these figures, we observe that across all LLMs, regions such as Al and STG in the left
hemisphere, and the Insula, Temporal Pole, and Amygdala in the right hemisphere contribute more
significantly to the alignment with human brain syntactic processing. These regions are known to
be involved in language-specific processes in the human brain, particularly in the left hemisphere,
where the STG and Al are crucial for auditory and syntactic processing. The alignment results
suggest that these models may be capturing aspects of hierarchical syntactic structures in ways that
are functionally similar to human neural mechanisms. The Insula, Temporal Pole, and Amygdala,
though not traditionally highlighted as primary language regions, may also play supporting roles in
language comprehension, possibly through emotion and memory-related pathways. This suggests
that LLMs might engage both language-specific and auxiliary brain ROISs to process syntax, mirroring
the integrated and distributed nature of human brain networks involved in language processing.

F HFTP on naturalistic corpus

Apart from validating HFTP with highly—controlled four—syllable/word sequences, we show that
this probe generalises smoothly to naturalistic text drawn from everyday dialogue, news reports,
literary excerpts, poetry, etc. In these eight- and nine-syllable Chinese corpora and in matched
English 8- and 9-word corpora (Figures OHIO} [[IHI2) the method yields four pronounced spectral
peaks per condition. For the eight-syllable set, peaks arise at 0.5, 1.0, 1.5 and 2.0 Hz, corresponding
to the full-sentence envelope, the canonical 4-character phrase rhythm, an intermediate 2—3-beat
grouping around 1.5 Hz, and the ubiquitous 2-character lexical rhythm, with the English 8-word
corpus exhibiting the same four-peak pattern at the corresponding sentence and phrase rates (Figure
. In nine-syllable sentences the peaks shift to ~ 0.44, 0.89, 1.33, and 1.78 Hz: the lowest peak
reflects the whole clause, 1.33 Hz aligns with abundant 3-character phrases, 1.78 Hz captures rapid
two-to-three-character alternations, and the 0.89 Hz component indexes a prosodic half-sentence
“breath group” of four—to—five characters, and the English 9-word corpus shows the analogous four
peaks near these frequencies (Figure[12).

We further evaluated HFTP on Chinese and English Wikipedia 8-syllable/word corpora (Figures
[[3HI4). In both languages a clear sentence peak appears at 0.5 Hz, and phrase-rate peaks persist
at 1.0, 1.5, and 2.0 Hz; however, relative to non-Wikipedia corpora the peaks are attenuated,
the separation between experiment and random controls is smaller, and the intermediate 1.5 Hz
component is more variable. Although sequence length was strictly controlled to eight syllables/words,
Wikipedia text is less regular in content: mixed scripts/orthographies (e.g., simplified vs. traditional
in Chinese), frequent abbreviations and alphanumeric tokens, bibliographic fragments and formulaic
titles, heterogeneous named entities, inconsistent prosodic phrasing, etc. These factors reduce cross-
sentence periodicity and weaken harmonic reinforcement, thereby weakening tracking at sentence-
and phrase-rate rhythms.

We speculate that the four dominant frequencies arise from tokenization statistics and prosodic
templating shared across languages: frequent two- and three-token words and binomial/trinomial
chunks in English, and abundant 2-/3-character words and 4-character idioms in Chinese; both
yield stable 2- and 3-beat groupings, while clause-level phrasing produces a half-sentence rhythm.
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Transformer layers further reinforce harmonics of the basic word cycle. For example, in the nine-
syllable corpus, a 3-beat unit around 1.33 Hz naturally gives rise to a higher harmonic near 1.78 Hz.
The half-sentence peak at 0.89 Hz emerges because speakers often place a prosodic break near the
midpoint of nine-character or nine-word clauses, creating a stable sub-sentence rhythm that the model
entrains to. Because the underlying rhythmic structure is shared, we believe HFTP is highly likely to
generalize to other character-centric languages (Japanese, Korean) and to space-delimited alphabetic
languages (French, German).
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Figure 9: Hierarchical frequency patterns of MLP neurons, using a naturalistic Chinese 8-syllable
corpus, selectively represent sentence features, phrase features, shared features of both, and non-
sensitive features (from left to right).
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Figure 10: Hierarchical frequency patterns of MLP neurons, using a naturalistic Chinese 9-syllable
corpus, selectively represent sentence features, phrase features, shared features of both, and non-
sensitive features (from left to right).
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Figure 11: Hierarchical frequency patterns of MLP neurons, using a naturalistic English 8-word
corpus, selectively represent sentence features, phrase features, shared features of both, and non-
sensitive features (from left to right).

G Model details

In this appendix, we present the details of the LLMs used in this study. Table [5] summarizes key
parameters, including model size, number of layers, attention heads, and MLP neurons.
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Figure 12: Hierarchical frequency patterns of MLP neurons, using a naturalistic English 9-word
corpus, selectively represent sentence features, phrase features, shared features of both, and non-
sensitive features (from left to right).
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Figure 13: Hierarchical frequency patterns of MLP neurons, using a Chinese Wikipedia 8-syllable
corpus, selectively represent sentence features, phrase features, shared features of both, and non-
sensitive features (from left to right).

H Syntactic corpora

For LLM experiments, we used a diverse suite of corpora spanning languages, structure, and length.
Specifically, we used Chinese four-syllable and English four-word syntactic corpora adapted from
[Ding et all, 2016] (Tables [6] [7), alongside human-generated naturalistic Chinese corpora (eight-
and nine-syllable; Tables[8] [9) and parallel English counterparts (eight- and nine-word; Tables[T0]
[[1). These corpora were used to assess model sensitivity to hierarchical structure. In addition,
we constructed Wikipedia-derived Chinese and English 8-syllable/word corpora for out-of-domain
validation; these corpora are available on https://github.com/LilTiger/HFTP.

For the human brain and alignment experiments, we utilized two Chinese corpora: the sentence and
phrase corpora. To ensure consistent analysis of syntactic processing across both LLMs and the
human brain, the same corpora were applied to the alignment experiment. These corpora originated
from [Sheng et al., 2019]. Participants received a brief oral instruction to listen carefully to each
stimulus, completed 40 trials per condition (sentence, phrase, and random), and were compensated
approximately ¥200 for full participation, with pay prorated if they completed only a subset of trials.

I Brain ROIs

As discussed in Section [3.3] we reorganized the original SEEG data by grouping the Automated
Anatomical Labeling (AAL) annotations into newly defined brain ROIs for our experiments
[Rolls et al., 2015]. In this appendix, we provide the full names of AAL regions, the corresponding
AAL labels used in the SEEG data, and their mapped brain ROIs in Table[I2]
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Figure 14: Hierarchical frequency patterns of MLP neurons, using a English Wikipedia 8-word corpus,
selectively represent sentence features, phrase features, shared features of both, and non-sensitive
features (from left to right).

Table 5: Comparison of model parameters.

Model Size  Layer Attention head MLP neuron
GPT-2 [Radford et al, 2019]  774M 36 20 5120
Gemma [Team et al., [2024al] 7B 28 16 24576
Gemma 2 [Team et al., 2024b 9B 42 16 14336
Llama 2 [Touvron et al.} 2023 7B 32 32 11008
Llama 3.1 [Dubey et al., 2024 8B 32 32 14336
GLM-4 [GLM et al.|[2024] 9B 40 32 13696

Table 6: Chinese syntactic corpus.

Four-syllable sequences

AR RAEE  BITMOR  ITRUIESF REMER
FELF FHGE ZWWR  BEDDK  SFIEE
JHERC PRI WK BEREER AHACN A
AR LT BNTE T AdE EEAR
Mz EEFE BMERE DR \PUTE
EZIEE  MRRER FFARSEF O RRETER TRk
RN BRIEUOK  IVESR,  ERITIER  MEITE
THNE TR ZERI MEBOK  IERER
FOBOR  HERIGE  BREREH  LIRIZR EaERE
MERT  EESUE RN SRt Rt
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Table 7: English syntactic corpus.

Four-word sequences

fat rat sensed fear

gold lamps shine light
top chefs cook steak
all moms love kids
teen apes hunt bugs
fun games waste time
deaf ears hear you
long fight caused hate
slim kids like jeans
pale hands make bread
quiet lamb ate grass
black skies show stars
iced beer costs cents
white cars need gas
their store sold cars
sharp knife cuts cheese
weird clowns wear hats

wood shelf holds cans
dry fur rubs skin

our boss wrote notes
new plans give hope
rude cats claw dogs
pink toys hurt girls

his aunt tied shoes

dead sharks leak blood
sick boys fail tests

bad smells fill town

soft fork brings food
tall guys flee camp

old kings gave speech
young child closed doors
cute cubs drink milk
round soap killed germs
her sons paint walls

tan girls drove trucks
sly fox stole eggs

two teams plant trees
large ants built nests
rich cooks brewed tea
huge waves hit ships
kind words warm hearts
smart dogs dig holes
rear doors hide cups
mad foes smack chefs
green frogs miss flies
gray goat climb hills
blue eyes shed tears
thin threads hang plates
six farms lost cows
loud sound scared mom

Table 8: Naturalistic Chinese syntactic corpus.

Eight-syllable sequences

PR KA EI ] -
At B P
UEN B3
BIR, RIAEzREe?
ET A EIRRH -
WA, WETHIE!
R L EAEIRIE -
L2 I AR -
2, IRMEFNZIE?
BRATALAE A5 0407 -
SN, XE A G
PREN, BERAIZRE?
TREF, DIHERE ZEHEE
HE Vg A L -
YL 55 2R LR -
HREL2%5E .
e B B 5 P Y K -

B FARIR L 5 -
TETESE, BRI
RIS SRR -
B RIE T A AERRE?
BHIESRARS -
MR RE P BlEE -
P S L B R
MRS BL, RPPRLR |
RHIF AR & 73 -
AR EEIBL -
fb B3 F R (B2
MR, (REAEEIMEE T?
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D2 H TR -
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23 R ) T 4
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TR R 4 VE YR -
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TRV =
eyl
H H 2T R RPE -
0E I EARGE -
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EYIERE IS E -

o

o
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Contribution Ratio

Contribution Ratio

Table 9: Naturalistic Chinese syntactic corpus.

Nine-syllable sequences
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Figure 15: Contribution ratios for GPT-2: Left hemisphere (top) and Right hemisphere (bottom).
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Table 10: Naturalistic English 8-word corpus.

Eight-word sequences

With malice toward none, with charity toward all.
A man can be destroyed but not defeated.

The library felt crowded during rainy examination
week.

Book sales rankings were refreshed early this
morning.

Quantum research team unveiled perplexing
entanglement results yesterday.

He sorted aging photographs, reminiscing about
bygone days.

Moonlight spilled gently across the ancient city walls.
Autonomous buses now operate on every urban route.

Plum blossoms scented the courtyard with delicate
sweetness.

Central bank announced fresh stimulus to boost
economy.

He slowly wandered into the rainy narrow alleyway.

Ready to order? We have today’s special combo.

Police dismantled an extensive online fraud network
operation.
He put on headphones and focused on coding.

Could you use some sugar in your coffee?

The data center completed a comprehensive system
upgrade.

I never imagined you could be this arrogant.

Train whistle echoed across fields drenched with mist.

Tomorrow, what would you like for breakfast, friend?
Look, the storm passed; let’s explore the streets.

Financial regulators tightened oversight on
speculative securities trading.

Travel agency launched discounted spring break tour
packages.

Darling, what would you like for dinner tonight?

Reporter delivered live coverage from bustling
downtown square.

Museum introduced extended evening hours for
visitors’ convenience.

Tonight, shall we watch the meteor shower together?
Excuse me, where’s the nearest restroom around
here?

Market demand seems gradually rebounding during
this quarter.

Waiter, two cups of hot green tea please.

Students submitted their final graduate theses by
noon.
Hello, where are you right now, my friend?

Flights were delayed nationwide due to dense fog.
Southern region suffered severe flooding after
relentless rain.

Please hold on, I'll check your booking details.

Port cranes unloaded containers under brilliant
afternoon sky.

Education ministry announced updated national
curriculum guidelines today.

Rainy night streetlights shimmered like a glowing
river.

Spring thunder rolled over rice paddies in Jiangnan.

Gentle waves lapped softly against the sandy
shoreline.

The rural marketplace opened lively at dawn today.
The theater staged a timeless classical ballet tonight.

City skyline glittered beneath a crisp winter moon.
Research findings published in a prestigious journal
today.

Ancient stone bridge retained mossy grooves through
centuries.

Parcel delivery is currently out for neighborhood
distribution.

Hey classmate, may I borrow your pen briefly?

Teacher, could you explain this problem once more?

Osmanthus fragrance drifted along the entire narrow
street.

On rainy days, roads easily accumulate dangerous
puddles.

Night market vendors grilled skewers over glowing
charcoal.
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Table 11: Naturalistic English 9-word corpus.

Nine-word sequences

Clinical trial data were publicly released this morning
nationwide.

War is peace, freedom is slavery, ignorance is
strength.

Photography exhibition focuses on city’s hidden
pockets of light.

Scientific data platform finally went live to the public.

See you at the airport tomorrow seven sharp, alright?

Hey, have you reached the company entrance yet
today?

Morning rush subway overflowed with restless
hurried commuters again.

Coffee beans release subtle caramel aroma
throughout the cafe.

Undelivered parcels were returned after nobody
signed for them.

Child, slow down and chew, avoid choking on food.

High school will introduce artificial intelligence
elective next year.

Sudden downpour forced cancellation of tonight’s
fireworks display completely.

Slanting shadows tapped an old window softly at
dusk.

Ecommerce campaign now promotes sustainable
green packaging materials nationwide.

National team claimed its first gold medal in Paris.

Please sit here; the view remains the best available.
Classmate, may I borrow your notebook for a
moment?

Software update completed, critical vulnerabilities
have been fixed already.

Campus club seeks enthusiastic freshmen to join this
semester.

Corner flower shop sold out all roses before noon.

Market supervision bureau conducted an unexpected
compliance inspection today.

Satellite captured brilliant aurora images above polar
orbit yesterday.

Please bring the bill, waiter, we are finished here.

Lantern glow reflected onto slick cobblestones after
evening drizzle.

He tapped the keyboard softly, refining his source
code.

Shall we share sushi together tonight by the river?
We offer cola, soda, juice, and soy milk today.
Driver, how much is the fare to the station?

Jupiter just gained two additional tiny moons last
week.

Raindrops drummed against windowpanes in a crisp
cadence tonight.

Early morning city lights gradually faded as traffic
intensified.

Doctor, should this new medicine be taken before
dinner?

Book sales leaderboard refreshed, surprising many
independent authors today.

Sister, does this blue dress come in medium size?

Smart home automation system is currently installing
new firmware.
He rolled over, consulting a star chart at midnight.

Community basketball tournament tips off under
bright evening floodlights.
Boss, could this fish be a little cheaper please?

Luggage carousel kept circling the unattended silver
suitcase indefinitely.

New drama premiere received soaring reviews across
social media.

Please wait, I will retrieve our cinema tickets now.
Influencer shared breathtaking drone footage of
mountain sunrise yesterday.

Payment through WeChat is available, is that alright
sir?

Hello, has the final exam schedule been changed
recently?

He whispered while finishing that fading wartime
love letter.

Dinner menu has been fully updated for the evening.

He gently knocked, waiting patiently for someone to
respond.

Music slowed, dancers embraced lighter steps
beneath dimmed lights.

Hello, kindly complete the visitor registration form at
reception.

Volunteers distributed food supplies to displaced
families after flood.
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Table 12: Automated Anatomical Labeling (AAL) annotations from the original sSEEG data, along
with their mapped brain ROIs. Note that the regions are distinguished by the left and right hemi-

spheres.

AAL Full Name AAL Label ROI
Heschl Gyrus Heschl Al
Superior Temporal Gyrus Temporal_Sup STG
Middle Temporal Gyrus Temporal_Mid MTG
Inferior Temporal Gyrus Temporal_Inf ITG
Parahippocampal Gyrus ParaHippocampal ITG
Fusiform Gyrus Fusiform ITG
Insular Cortex Insula Insula
Angular Gyrus Angular TPJ
Supramarginal Gyrus SupraMarginal TPJ
Inferior Parietal Lobule Parietal_Inf TPJ

Superior Temporal Pole
Middle Temporal Pole
Paracentral Lobule
Supplementary Motor Area
Rolandic Operculum
Precentral Gyrus
Postcentral Gyrus
Inferior Frontal Gyrus, Opercular part
Inferior Frontal Gyrus, Triangular part
Inferior Frontal Gyrus, Orbital part
Middle Frontal Gyrus
Middle Frontal Gyrus, Orbital part
Hippocampus
Amygdala

Temporal_Pole_Sup
Temporal_Pole_Mid
Paracentral_Lobule
Supp_Motor_Area
Rolandic_Oper
Precentral
Postcentral
Frontal_Inf_Oper
Frontal Inf Tri
Frontal_Inf _Orb
Frontal Mid
Frontal_Mid_Orb
Hippocampus
Amygdala

Temporal_Pole
Temporal_Pole
Sensorimotor
Sensorimotor
Sensorimotor
Sensorimotor
Sensorimotor
IFG
IFG
IFG
MFG
MFG
Hippocampus
Amygdala
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Figure 16: Contribution ratios for Gemma: Left hemisphere (top) and Right hemisphere (bottom).
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Figure 17: Contribution ratios for Gemma 2: Left hemisphere (top) and Right hemisphere (bottom).
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Figure 18: Contribution ratios for Llama 2: Left hemisphere (top) and Right hemisphere (bottom).
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Figure 19: Contribution ratios for Llama 3.1: Left hemisphere (top) and Right hemisphere (bottom).
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Figure 20: Contribution ratios for GLM-4: Left hemisphere (top) and Right hemisphere (bottom).
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